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BE X FEME T4 DNA 447 2 (double-strand break, DSB)4 £ 698 Atk MBEFE. HMEsh4h. MM £ AR T
BT R AFE, A AYDSBE L AIRAEEG T @Y F —TOHNBETH;, 5 —Fa@, AW DSBS LA L4

F 2 4o
KHRIE DNA UM 214 5, RREA; ERR K &S

FEIAE A I 2 v 2 R DR 56 A1 6 R G DA RS
4 BT IR USRI B % (Lucht4$2002) 55—
S b J DR 21 AN W 1 e A 25 A 201K DNA B
W, IO E I DNA 5 8 DNA SXUEE W 24
(double-strand break, DSB) . Bi{# {745 —/>DSB
BAEGE LEHMEE, BT Re S 808 B S R X
Ko Ptk EZ4HMAE T M DSB B
WA RE gl R g ek EHE . MR TR
DSB i A] g AR A A PN 1 — SE N FE R 251k,
YA A = AR TR AR R R Tk ER, 2
HHAMTE R DNA 555 . ek, ponr 2
FErp =4 DSB, EAEMSFEFEELAMIER.

5EMESM L, Y1) DSB IR A P KEE
A, XA A DSB B [ 4 B LT TE .
B, 5SS EERRNIERAR,
VIR Hh bR Ay R AR B Rk R b el 2 o A= 2 205
W AT R . BT AE AR B AT T K
BHRIEH, R b AL EE DSB8 E1E N 4% A
DR 5] L 2R R R AR T R ast AR 2 R — X, I HAd
Vi) DSB 2 E LU E HESh W () DSBAZ H T 5 5] K %
FRIER AR, Rk, M T EMEshM S, DSB
(EF=ROR Ry B YeSEa R R AR A I N S N
=, EBE R DSBAEE SR, 4Kk 2 HO
BHENYI AL TN, AT ™ E RS T X e
TTEARIIRERE R %8 . Sk, £ DSB &

55 R TRAR WA 16 S A D B AR, R A 3 Fof
PEFAATAF A AT LA 7K -, 17 H AT g A EEAS
MR FEEDSB BRERBIIIGE. 545t
DSB 18 & 5 R 7E 15 55 FAZ A W) h A 45 1 A D R
RSP, B YIERT A 55 BB DSB 2 5
HLH 5 TH 0T B8 A B 3 4 58 SR BRAR A )

— M, R H BN, S
—EeSZ R A K IR SR A, XA R A )
g s m A K. AT, AR R A A SRR
W, e ARFEEHE &K DSB (Boyko &%
2005, 2006), JfATAELA ALK . B,
7T (Arabidopsis thaliana) fE & Eh 4, DSBAE
YA 23 B R AR A B B e T e 4 2 (Boyko
52006) o BFL, BFTTE PSR EEAR AL DA
[l i 25 At X AE A DSB IS RAEF A BT T2
AR ) I 550 A S PR 2 AR 1k S gk A ) s
1 DSBf&E HIHNHI

DSB (1) /& A& 50 T 24 55 25 R 4 1) FRoE S B
VIR AT HAE M B 2. DSB R AR, 20 JH
for B s IO, AR R A, BERBAER
VR AR Ui ZEEE (non—homologous end joining, NHE]) 8%
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[FJE & 20 (homologous recombination, HR) 58K
DSB IMESE . DSB EAREMEE N, 40N
P TR, AT AT DLSEE S AR ) A4 52 31 5E K 1) 4
4 .

NHEJ F1 HR 72 2 FBEAH B OGHE XA B 5% 4 11
DSBEE A, eI A X AL T A2 15 4 )
JE DNA J¥%1, NHE] NFrmi B2 (illegitimate
recombination), & MK A A [E]J5 DNA 751
TSR 2 2% DNA 5 J 0 [R)EAZ 5 R 41 Gl 7E 10
bp PLR) , I 285 41 e i B 2L o i 2 NHE T 1)
KA. NHEJ FEXT 2 A~ DSB A i 4] #0 L J wfl EL 4%
HEREAT, IWE AR R R AR
K EHE Weterings fGent 2004) , B E KM,
AEXTT &, HR XF DSB MR B MK, FoAE
LAJFI 5 DNA 5251 (KT 75 bp) JRBHL7E DSB AL & 1
DNA, AHXF[FYE DNA J7 21 (0 4 6t 1 9, ] B R ) 1
BRI AINE o IR AT DL AH R e o ik AR [R]
FERFH F— ek B S—EEF. [
TRt AR SRR S B AR RIVE Gy e fh b1 A7
H, MR E TS 3 ME LN, HR BtA rlReiE
JC I DR 2 A 1 25 R AN DR E HE S5 1) (Dudas A
Chovanec 2004) .

DSB HMEE AL M RERIREY) . S EEA B
HAETRSF . X DSBS R ZFEME, M
PEH T A M DSB EE SRR, 5,
WEEWTZAMEE (double—strand break repair, DSBR) A5
A HFEIR K (single-strand annealing, SSA) (.
A AR B 4% 3B ‘K (synthesis—dependent strand
annealing, SDSA) fRAFIEASEIZ N (one—sided invasion,
0ST) #ix. Hrr, DSBR AN A f#RE HR FAF,
AR TR AL HR ¥ 2 A~ DSB A 3 #8224 [R5
Fo A SIUE, 1A DSB A4 [F Y57 41 5t
LI & HR (Puchta 1998), X—M % HEH 0SI
B RE, R OST BEUREMRE NHEJ A HR AHES &
g, R R AR BE R 4T . SSA M
SDSA #i 5 REff e NHE ] H 4 AT HR SH4F. 4[]
— ek b 1) 2 AN IE W] # 5 DNA ¥ 41143 Iife i DSB
KA, 2 UL SSABRIBRE DSB, %A 32
ERBESFAIAMSEEEREELE (B 1-a) . £
SDSA BExrh, AR I [R5 X 38 1 gt 4% 15 S
Y TR EH) 7 — k6 5 5% 45 2 DSB A7 i, RIS

R IR DX 38k 8 A% 5 RSS2 52, H S0 T SR
48 DL, i S ECE R M (B 1-¢) »
2 EYHDSBIEE

HAr, 200, BREMEH DSB BN
N FIKFEE 7R NTEERE . Mz
T, tHY DSB BE IR Sk DG, (HiT kK,
JEHAE 2000 FEH R T EE P HN 7 TAE R Z G,
RSB S5 AR TR B 0 1 3 — A 7 Ak Y 32
JE . ANERAYAMAZE DSB 1) Eimie A H,
B2 RGN E 2 DL HR 18 E DSB; B HESI I AEY)
IR ZH A E 2 DL NHE T 125 DSB, BAI T BEAH
Jifl 3 DL HR B s R K A DSB. AL,
BT HRAHE ) RAT #E % AH 441K (10°7107") 3k
RN E

YR A A E KRN EL T, XEF
FAIFT R A2 HR, W 5y 5| e 5 DR 480 0 R BB g ke
RRAZ ., MHHZ T, NHEJ sEmya /N, el
W3 RV RS 43 P A Jo D RE, B DUBRE IR Ty i 2k
IR /INMEZ o WX X EYE, FEYILLNHE]
ENDSBEE M F AT HR. HR W F 2K
AETE S ZRE B A AR IR S BT, A GRS 0 LA
AR F AL B SR AR S i A DSB B AR,
BRI, 78 BN 1 % 26 6 HR % DSB A& 5 RS 1 &
FH 245
2.1 NHEJ E NHEJ &5 W Tmi#shyd, H
AT A A A2 i 25 A% AR 0 Pk 4l B 1Y) DSB A& & AN AM R
DNA B &AM FE EigE. S 5NHE] £
EH A Ko B (B2 784578 70 #1180 kDa
FIKu70 F1Ku80) « DNA 4 Hi B 1A I A4 1 37 3
(catalytic subunit of the DNA-dependent protein
DNA-PKcs) . Xrcc4. DNA #3:HF IV
(ligase IV, Lig4) LA HiMrell.Rad50FINbs14H
WIIMRN & A1K.

BHEZNYH NHE ] S f22, DSB KA,
Ku70 F1Ku80 R — Rk 455 7E 2 4~ DSB
K, ¥EEDNA-PKces JERLDNA & 5 1 il
(DNA—dependent protein kinase, DNA-PK),¥2/>
DSB AR WAL —iS, 5] T A R BRI
40 A S5 B 42 1E (Walker 25 2001) » 2 )5, DSB K
Ui 2 MRN B ARSI T, & H Ligd-Xrced B
B R AT B — AR, SERK DSB MIfEH (Lee

kinase,
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2£1998) .
2.1.1 HEPHPSENEJWEZEREF  H20004E4
B TR e i Ak, B4 il ST R S
5 NHEJ MR ZHE R . 3 PPl g I+ A8k atku 70,
atku8OF atlig4 (TamuraZE2002; West %2000,
2002) [FIFEHESH DI NS AE R —HF, X DSB #5748
Fl —28 A RS . H3ERE X (bleomycin,
BLM) UK, REMM KU70. KUSO. LIG4
BRI AN RS R —Ff, TEARYH A DSB 2 &
1) 3B —NHE] o, ATRERIEE AT ERT
TERH . AFEMZE, S —H KU70 8L KUSO
RAERAE, RKEHIEWY, L164 KERE
V7= AR SR AN ;UL RS T I IX 3 AR R AR AN
DA, T HAKKE B BRI G
P LU IE S R, AtKu70 A AtKu80 2 [a] LA J%
AtXrccd F1AtLigd 2 [ BETE I E &4k, HE—0H
W% &R, AtKuT0-AtKu80 — B4 FL A ik #fi o ik
DNA ¥ ATP Mg i v DL S A8t AT P ) il i g 0 12
(Tamura %&£ 2002; West %5 2000) » MRN B &4
XZ 5 NHE]J, W7EHR HRIEEH, P+ MRN
HERIIT Tt A N3 2. 2. LA,
2.1.2 NHEJSEYIERBHN (ENEYAEMR
DSB &5 T iR 421 NHE ] 5 85084 Fh 3 [ 584,
T 3 4 25 R 98 4 S AT 3 i e - 4% 3 R — AR,
EA b NHE J AT B8 5% B A 47 B R 2 iy Ak . AER
w bk, BFERE SRR S EA SRR E
FEDRZR YR, T Al R R 5] S (1 5 Ok AR W HE
A A R ZH 46 /)N (Petrov 25 2000) .

fEY, R 2 MR SRR RIRIE,
M ERA R D ERKZEN. G, HE
(Nicotiana tabacumL.) F)ZE K20 KN 2 FLET T HI20
F5 LA E o Kirik &5 (2000) 75 bse 30 R 1 A0 5 H
NHEJ 5|2 (1 ik 2k S8 I R B, M H 2945 40% (1)
B AR P B AR RAE, RIAEIX L DSB 7 A
Ab, BEE R DNA FF I B 5 R XA H DNA 751 (1)
AN, R RIE T K (Zea mays L.) FHER
T AR ST A R B — R, HYE
BRI R 978 e A2 45 B A, X FEAE NHE] i
Farb, B 5210 DNA 5 91 508 A B9 F IF i
ERIIL/3. REHBEARZHEY T, RXHmM
TR EL () NHEJ &5 5450 7 B Eexf b, {H3XF DSB

BRI ERE R R AR, JFTRER
AR AN Fok, X TFEHE NS,
TP NHE] 38 55 51 R A . fltn, AR
76 NHEJ i 2, 4 50%55% ff) DSB 753 ZIKS # 1
BE, MEAMBPANHTE J L&, VA
15%30% (1 DSB 15 2AE A& 5 . 1 JH 44 41
JiL HF NHE J 4 25 25 /0 DNA 5 91 B i e A\ 2Rk 4
Ho 52 2K DNA P4 50 ) 2 5 PL | (Pelczar 25
2003) .

g TR, BRI RUE HE S 1A 20 A AR
PLNHE]J N DSB B E K FEE g, NHEJ KA
FIFEAME, HZ5NIE] I EERTAEX 2354
Y ORSE, (HFEY) 5 A HEBN ) 8] DL AS TR Ff
Y2 8, DSBIEELRTE A, XnlFem
) EE R Akl RAEY S S 2 18] DL A
F) Rl 47 2 T 2 DRI 2K/ N FR A S BB B R 2
2.2 HREMH 1710 24K, BFFCHR FR 5%
HIELT PR R . H—& R AMA BRI N DI
(W1 T-Scel . HO) 7E 3K 4H (s A7 s i skt 5N
DSB. b7y mIH# HR it 172 N E S . H
R M EEGF NS R R B (W
GUS. LUC) NEH AR K, (EF 2L R M Ak
HOR AL TEIX 2 AN B T HI A 1) HR S m] 7= A 5e
(4R B8 (B 1-ay c),  FIAH RN RS I 5 vl vl
T S H X e R AR T HR P (B 1-d) « SR
H ERFBAF R, Y40 i AN R 2R
HR B AN R I A2 A28 R R pi o e 44 [B) HR A0
FRAVAE 10 K47, ZLASDSA A kA, SR
F i EH (Gisler®2002 Puchta 1999 Molinier
2:2004) (Kl 1-c) . 24DSB & A= 15 [\ — YL o 44 Py 1)
2 AMIE M E P AR, 2976 1/3 (1 DSB LA SSA £
KXMWHR BE, EEFHEKEEEL LR
(SiebertAlPuchta 2002) (BE1-b) i JUAEHIHF 5T
R I, KIGFFE (Escherichia coli) 3 255 4 i
FE[K RecA (ReissZF2000) ¥R N VIEEFE K Ruve
(Shalev&51999) 7EH B Hh [y 52 1A 1) A {8 A 5 1)
HR SRR 1 MRS . AL =R 7
RO, KIAT i 16 i e B L (K] RecQE /K& (Oryza
sativa L. ) "I SRk AT KRG IOHRA R 32 &
2015 DA | (L1%5£2004a) , 1X HL ] 52 s A 4 (1) 3 1A
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BT ZH A B 2H A AL

a: BIYEAN IR FHMEARM K. EFEBEH2 NS ERELZFH (U)K GUS KB (GU’. U'S) Ak, =i #
FRPUEIEE (HPT) 1E AL AL I i e h530 . IR U AR 42 HR, FELLSSA R4, HPT E%, GUSWREIEM (Schuermann
:2005) . b: AT HEYAARN HR FINHE] SR E AR BT UBTEREFEE R (BAR) 1E B AL AL iRk brid . 72 ANE
) 25 52 5 41 (U) )4 N 24 1= Scel g U AL s AR S G0 B i 1) i s nig it 2B 2 [R] (cy tosine deaminase, codA) . I-Scel B 1)1k A#
U’ &4 DSB, RN codd WIEFA EMER, SUEMMBT5- HURMNE. Fitk, 15— RIS KL DSB, fEXEg
b, GUSREIEHERIZEAE LA HR 8K DSB;s GUS RIKREIE MR LA NHE] 12 E DSB (Siebert flPuchta 2002) . c: Kl
A HR AR E AR Bt . S HR FAEFZ UL SDSA SR A, SEEEREH, B c AMFRMEALE. HEHARY
WRRAEGOHAHR, WU BEZRAT, GUS M HPT RBRIFREWITE TRRAZAH, B c EMERHEALE, IEH
BEIRRGE M P OB G BB R GUS A Refs Rk, MR FA R AELCHRA M (Molinier 55 2004) o B b HR F4-¥ @ GUS
AL R ORME, d: BT a IAERRMIKBEGALRIITCUS Jett, MAMMERME, P: 358 HEhT; BOH =4/
F: T-DNA MIAEADTR.

FIEE R AR A T 0 0 L

RO R FEEHAEHA Radsb 1,
Rad52. Rad54. Radb55. Rad57. Radb9 DA%
MRX EA&AEMIH > Mrell, Rad50, Xrs2, 3
TR R AE IR I 0T FL B S U (radiation—
sensitive) BEIRE /> ZL HE HFE (meiotic recombina—
tion-deficient) I RELN RS A LI, Hod 44 5
TR AFR (Rady Mre) o

FEREH HR I FE 2, DSB K4 MRX A&

WEERIVER, N 3" o 8 H %6 M K ot (Dudas
Al Chovanec 2004) . Fifif5, Radb2 &5&7EIL 3 &
PEAR I b o WA 243 w1 R o A [R5 41
Rad52 RIAI{Z @& A1IR K, DSBIEE &ZLL SSA #
XEATHY R eI EFEJEF 5], Rad52 EI4E 5
Rad54. Radb5. Rad57 Hhl)) Rad51 Z5G7E 37 uiigh
MR, MK Radbl-ssDNA (single—strand
DNA) #£k45#), 2 J5, Rad51-ssDNA 12 A DNA
PFJE X%, DSBS ZLLSDSA B k47 1)
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(Symington 2002; Sung 1994) .

B AT O, EERErR 2 AN 32 B E A 2 (SSA
A1 SDSA #£20) #BHK# T Rad52. DSB K4 )5, DSB
Rl i 7 HR AUNHEJ 3L [F YD, B RERIE A
i it Rad52 5 Ku70-Ku80 — B 44 35 4w 1tk Hh 45 &
DSB A ¥ K i 15 HR 5 NHEJ Z [A] ) 564+ (Van Dyck
4 1999) . EAFEERZ, EY AL RADS2
B, MR SEYHR REE R, DU A
Vb FREREHED, BTN SEERE. B
BN A B A SR
2.2.1 MRNEA&H T4k, ENEITHCSE
H AtMrell fl AtRad50, HEILVUTIEsLRiEr~E
IITEAR N ETE R & (Daoudal -Cotterel 1 &5
2002) , (ERFG I LD FE R B TV AE ) NBS 1
[ JRIE R (At3g02680) o XELPEIR, AHXS T EER)
(1 MRX & AR, AP & 7k 5 B HEs)
PIRI MRN & ARG R RE T, LRI+ RABA
atrad50F atmrell REAEWE, TG HESN PRI R 3
KR A RARSAERIGIET:, {H atmrel 1 F1 atrad50
ERKR BT REME, X DSB 175748 7168 Uk
HEEARE, #RREPMRN & &R 75 4 40 i
DSB & 42 1) 3 234 15 NHEJ A4 BEZH A of i o 24
DSB &5 i) = B4 HR o, W RS R4 % B B AE
H (GallegoZ:2001; BundockflHooykaas 2002) .
Tt atmrell H, B 225y F0E R FIRYH IR & B K&
WU 22 r Ge R RN I 4 et fA, aX ] BB A2 08 K
atmrel 'EK R E 55 1 EE R (Puizinaf$2004) ;
atradb50F atmrel I WP BRI BOAE IR B 24, G
(SN N o TS N /P O S N7 N 2 ol P
(synapsis) (BleuyardZ£2004 PuizinaZ$2004),ixX
SEHR NI E MRN B2 &K 2 5 R 41 g DSB 128 Jk
I ZEHR R4 T BB 4 PR o

MRN Z &5 A7E DSB R it EEHE
A AR SEA . B, AtRADS0 KRR,
LR I 1 G A P9 HR A% 45 5 T 8710 £% (Gherbi
42001), S5EERE rad50 RAZARAL . BERE rad50
RAEF, HR AUZE S, W NHEJ Sis N RE, 4
IEZBEr NHE J % MRX & A 4 [0 4O 14 45 HR B2
K, RAD50 RAZESEAMHINHET, KT HR A 1
W2 EMHJEY DNA (Moore Al Haber 1996) .
W, HETIEEA S HTEY) R RAD50 978 J5 NHE J

AR ARA RS LIRS , (5 atrad500) B 4 R AR
FRAE DI HR ANHE J 2 18] 0] GEAF 1 [RIFE (1) 5 4
2.2.2 Rad51ZERZKE Rad512EE A SR R 5
fU4E Rad51. Dmel 2 Rad51 H—185% & A5 & A
(parologs) o HR A HIR% o2 [RIUR 5 51 1R 1) A
L, TR HESIYIR Radb1 B H 540 £
BEHAM RecA mERE, HEAF LA 2 Figtk
(Dudas fll Chovanec 2004), KETmiAN2 HR HI#%
O i .

Rad51 % T8 HESN 4 B A7 35 2 6 75 1) (Lim
Hasty 1996) . %A1, fEAEY+, $UFETT atradsl
RABA GG, T HEFRAEKMRMIES,
2oy 24K W 2% (L1 55 2004b) , R
RAD51 FFAEEYIA A UAE 5 DSB L HEH . 12
ARk, EEARIE EEE A Rad51 S5
LR ARG DSB B . atrads] FEAFAR ) 1t BR2H
FEPRE T 2, e th A oK B W R HL [RUR e iR A
REIER ce, DR ASRE =4 G i e 7 (Li 45
2004b) , VLB RADS 1 ;2 MY AL 7 S HR [P 75
S

TERERERVEHESH Y T, Dme 1 29l 7 2445
SR Rads1 FEEA . XREATCAEMREIT
MEALilium L) 1E3T5E, Sl
AtDmcl (Klimyuk 1 Jones 1997)Ff Liml5b
(Kobayashi % 1994) , 5 AtRad51 AN[E], AtDmcl
RAE A G| R R RR G R B R, A
S Ge o AR 1) 52 B8 M (Couteau 25 1999) .

EERErh ORI 2 Fh Rad51 5% R RVE
Rad55 il Rad57. T HESh P A& WA 5 X B )
HAMRIE, HO%E BT 5 M Rad5l 55 R
& A, B Rad51B. Rad51C. Rad51D. Xrcc2
M Xrced. BATRIEHMN KE &4 BCDX2 H&
A (1 Rad51B. Rad51C. Rad51D F1 Xrcc2 HAR)
A1 CX3 A4 (1 Rad51C, Xree3 4K) « WFFTIX
b 5 [ 5 A5 (A HE S D A s 2 B, e AT HR A
Pefr gt R AR E MM E 2 (Johnson%$199% Liu
2:1998) o LA FATAT 1 Fh Rad51 5% £ VR FE A KA
R FECEME IR GIE T, E T
EATIAE ok B oy 2 Dh BRI I 9T

LR IF IR R T 4w, PRI & AR T
BHESNYIN) 5 Fl RADS 1 (155 RFJEEER, BlO%
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EWAtRADS1IB. AtRAD51IC. AtXRCC2 Al
AtXRCC3. WEBERURAZ SR ok, AtRad51C
AtXrce3 Z [a]. AtRad51C F1 AtRad51B 2 ] i AH H.
YEFIE B i (Osakabe 22002, 2005) , X IR
HAEAE CX3 B &K, &0 RefF{E BCDX2 H & 14k,
atrad5lb, atradbic. atxrcc2M atxrec3iX 4 Fhil),
TFRAGART] AAEE, {HXT DNA SCBEF 22 48 &
C (mitomycin C, MMC)BEUE, 5 HWIXS N[ 4 Fh
FERIFEMEY) DNA R B h K AEH Dhfg; X R
A6 DSB 55 71 (G BLM 1 F B 4 56 (10 sk s
HIAE (Bleuyard®:2005 BleuyardfiWhite 2004
Osakabe % 2005; Abe 2£2005), #f&bHEM ik
4Pkl B (1) BE R T R R 2 S5 ) DSBAS B ) IR B ik
BHR . 7 —J5TH, LA 3R 5 A HE sh 56 B g
IR A2 9278 1 4 2R B AR AL (Johnson%5 1999 Liu
%:1998) , XIRIRMHEPIACEHESH DI RADS1 55 %
[F] 5 2k K 7E DNA $if5 18 2 g — & IR <7 DI RE .
1 _FiRAPLFE - R AR T, A atradblcflatxree3
ANE, YH A I BB AT A B T A AR DR )
b, VR ERERE IS BN, EEHZ%
WL Ge ik I I 22, FHAS I 5 B0 1E 3 T2 R
(BleuyardflWhite 2004 Li%52005 Abe242005),
X AR A DRk B AT A I HR i R, CX3
2 AR EIAE T MRX E A& 1K. Rad51 FlDmcl,
3 B

AT S5 KRG, EWAE S DI &
SHLHIEAME, HCORIE DSB B FH 4K
ZHAETH LA — MR, Ehe LA —E
IR~ H— 7, MPFIDSB IBE XA K
EECEEF=1

RAETEY) DSB A& & K0T 7ok ik, (HHAE
Y[ 43 F AL A5 SEIRN B FC . B, ] ol (A
U T AEYIR S ¥ NHE J AR 5 T HR A5
RN AAENY) A TEAZ BIE RN I DSB 5 5 &
DRI TEARL A Hh ()50 9L 2 DR 9 A8 HV AN fis B A I AR A2
DSB &S KA AE Gt i K F 1, ABFERE ) I
Z: 5 I # b e 8 )5t B A Y Rl B 1R 2>, fE DSB
16 3 R R IS A R K] 1R s e 0 S (AL TR AR A 2
TR 20 B SIDSBIE 5 i SHLHI L5 BRE? T
T 86 ) jE A A Ry — PR .

L P

Abe K, Osakabe K, Nakayama S, Endo M, Tagiri A, Todoriki S,
Ichikawa H, Toki S (2005). Arabidopsis RAD5IC gene is
important for homologous recombination in meiosis and
mitosis. Plant Physiol, 139 (2): 8967908

Bleuyard JY, Gallego ME, Savigny F, White CI (2005). Differing
requirements for the Arabidopsis Radbl paralogs in meiosis
and DNA repair. Plant J, 41 (4): 5337545

Bleuyard JY, Gallego ME, White CI (2004). Meiotic defects in the
Arabidopsis rad50 mutant point to conservation of the MRX
complex function in early stages of meiotic recombination.
Chromosoma, 113 (4): 1977203

Bleuyard JY, White CI (2004). The Arabidopsis homologue of
Xrce3 plays an essential role in meiosis. EMBO J, 23 (2):
4397449

Boyko A, Filkowski J, Kovalchuk I (2005). Homologous recom—
bination in plants is temperature and day—length dependent.
Mutat Res, 572 (172): 73783

Boyko A, Hudson D, Bhomkar P, Kathiria P, Kovalchuk I (2006).
Increase of homologous recombination frequency in vascu—
lar tissue of Arabidopsisplants exposed to salt stress. Plant
Cell Physiol, 47 (6): 736" 742

Bundock P, Hooykaas P (2002). Severe developmental defects,
hypersensitivity to DNA-damaging agents, and lengthened
telomeres in Arabidopsis MREII mutants. Plant Cell, 14
(10) : 245172462

Couteau F, Belzile F, Horlow C, Grandjean O, Vezon D, Doutriaux
MP (1999). Random chromosome segregation without mei—
otic arrest in both male and female meiocytes of a dmcl
mutant of Arabidopsis. Plant Cell, 11 (9): 162371634

Daoudal-Cotterell S, Gallego ME, White CI (2002). The plant
Rad50-Mrell protein complex. FEBS Lett, 516 (173):
1647166

Dudas A, Chovanec M (2004). DNA double-strand break repair by
homologous recombination. Mutat Res, 566 (2): 1317167

Gallego ME, Jeanneau M, Granier F, Bouchez D, Bechtold N,
White CI (2001). Disruption of the Arabidopsis RAD50
gene leads to plant sterility and MMS sensitivity. Plant J, 25
(1: 31741

Gherbi H, Gallego ME, Jalut N, Lucht JM, Hohn B, White CI
(2001). Homologous recombination in planta is stimulated
in the absence of Rad50. EMBO Rep, 2 (4): 2877291

Gisler B, Salomon S, Puchta H (2002). The role of double-strand
break—induced allelic homologous recombination in somatic
plant cells. Plant J, 32 (3): 277 284

Johnson RD, Liu N, Jasin M (1999). Mammalian XRCC2 pro-—
motes the repair of DNA double—strand breaks by homolo—
gous recombination. Nature, 401 (6751): 397 399

Kirik A, Salomon S, Puchta H (2000). Species—specific double-
strand break repair and genome evolution in plants. EMBO
J, 19 (20): 556275566

Klimyuk VI, Jones JD (1997). AtDMCI, the Arabidopsis homo—
logue of the yeast DMCI gene: characterization, transposon—



1230 A A B A T R

424 e, 20065E12 A

inducedallelic variation and meiosis—associated expression.
Plant J, 11 (1): 1714

Kobayashi T, Kobayashi E, Sato S, Hotta Y, Miyajima N, Tanaka
A, Tabata S (1994). Characterization of cDNAs induced in
meiotic prophase in 1ily microsporocytes. DNA Res, 1 (1):
15726

Lee SE, Moore JK, Holmes A, Umezu K, Kolodner RD, Haber JE
(1998). Saccharomyces Ku70, Mrell/Rad50, and RPA pro-
teins regulate adaptation to G2/M arrest after DNA damage.
Cell, 94 (3): 3997409

Li HQ, Terada R, Li MR, Iida S (2004a). RecQ helicase enhances
homologous recombination in plants. FEBS Lett, 574 (173):
1517155

Li W, Chen C, Timofejeva L, Markmann-Mulisch U, Schmelzer
E, Ma H, Reiss B (2004b). The Arabidopsis AtRAD5I gene is
dispensable for vegetative development but required for
meiosis. Proc Natl Acad Sci USA, 101 (29): 1059610601

Li W, Yang X, Lin Z, Timofejeva L, Xiao R, Makaroff CA, Ma H
(2005). The AtRAD5IC gene is required for normal meiotic
chromosome synapsis and double-stranded break repair in
Arabidopsis. Plant Physiol, 138 (2): 965 976

Lim DS, Hasty P (1996). A mutation in mouse rad5! results in an
early embryonic lethal that is suppressed by a mutation in
p53. Mol Cell Biol, 16 (12): 713377143

Liu N, Lamerdin JE, Tebbs RS, Schild D, Tucker JD, Shen MR,
Brookman KW, Siciliano MJ, Walter CA, Fan WF et al (1998).
XRCC2 and XRCC3, new human Radbl-family members,
promote chromosome stability and protect against DNA
cross—links and other damages. Mol Cell, 1 (6): 7837793

Lucht JM, Mauch-Mani B, Steiner HY, Metraux JP, Ryals J, Hohn
B (2002). Pathogen stress increases somatic recombination
frequency in Arabidopsis. Nat Genet, 30 (3): 3117
314

Molinier J, Ries G, Bonhoeffer S, Hohn B (2004). Interchromatid
and interhomolog recombination in Arabidopsis thaliana.
Plant Cell, 16 (2): 3427352

Moore JK, Haber JE (1996). Cell cycle and genetic requirements
of two pathways of nonhomologous end—joining repair of
double strand breaks in Saccharomyces cerevisiae. Mol Cell
Biol, 16 (5): 216472173

Osakabe K, Abe K, Yamanouchi H, Takyuu T, Yoshioka T, Ito Y,
Kato T, Tabata S, Kurei S, Yoshioka Y et al (2005). Arabidopsis
Rad51B is important for double—strand DNA breaks repair in
somatic cells. Plant Mol Biol, 57 (6): 8197833

Osakabe K, Yoshioka T, Ichikawa H, Toki S (2002). Molecular
cloning and characterization of RAD51-1ike genes from
Arabidopsis thaliana. Plant Mol Biol, 50 (1): 71781

Pelczar P, Kalck V, Kovalchuk L (2003). Different genome main—
tenance strategies in human and tobacco cells. J Mol Biol,
331 (4): 7717779

Petrov DA, Sangster TA, Johnston JS, Hartl DL, Shaw KL (2000).
Evidence for DNA loss as a determinant of genome size.
Science, 287 (5455): 1060°1062

Puchta H (1998). Repair of genomic double-strand breaks in

somatic plant cells by one—sided invasion of homologous
sequences. Plant J, 13 (3): 3317339

Puchta H (1999). Double-strand break-induced recombination
between ectopic homologous sequences in somatic plant cells.
Genetics, 152 (3): 117371181

Puizina J, Siroky J, Mokros P, Schweizer D, Riha K (2004). Mrell
deficiency in Arabidopsis is associated with chromosomal
instability in somatic cells and Spoll-dependent genome
fragmentation during meiosis. Plant Cell, 16 (8): 1968
1978

Reiss I, Schubert K, Kopchen E, Wendeler E, Schell J, Puchta H
(2000). RecA stimulates sister chromatid exchange and the
fidelity of double—strand break repair, but not gene targeting,
in plants transformed by Agrobacterium Proc Natl Acad Sci
USA, 97 (7): 3358 "3363

Schuermann D, Molinier J, Fritsch O, Hohn B (2005). The dual
nature of homologous recombination in plants. Trends Genet,
21 (3): 1727181

Shalev G, Sitrit Y, Avivi—-Ragolski N, Lichtenstein C, Levy AA
(1999). Stimulation of homologous recombination in plants
by expression of the bacterial resolvase RuvC. Proc Natl
Acad Sci USA, 96 (13): 739877402

Siebert R, Puchta H (2002). Efficient repair of genomic double
strand breaks via homologous recombination between di—
rectly repeated sequences in the plant genome. Plant Cell,
14 (5): 112171131

Sung P (1994). Catalysis of ATP-dependent homologous DNA
pairing and strand exchange by yeast RAD51 protein. Science,
265 (5176): 124171243

Symington LS (2002). Role of RAD52 epistasis group genes in
homologous recombination and double—strand break repair.
Microbiol Mol Biol Rev, 66 (4): 6307670

Tamura K, Adachi Y, Chiba K, Oguchi K, Takahashi H (2002).
Identification of Ku70 and Ku80 homologues in Arabidopsis
thaliana: evidence for a role in the repair of DNA double—
strand breaks. Plant J, 29 (6): 7717781

Van Dyck E, Stasiak AZ, West SC, Stasiak, A (1999). Binding of
double—strand breaks in DNA by human Radb52 protein.
Nature, 398 (6729): 7287731

Walker JR, Corpina RA, Goldberg J (2001). Structure of the Ku
heterodimer bound to DNA and its implications for double—
strand break repair. Nature, 412 (6847): 607 614

West CE, Waterworth WM, Jiang Q, Bray CM (2000). Arabidopsis
DNA ligase IV is induced by gamma—irradiation and interacts
with an Arabidopsis homologue of the double—strand break
repair protein XRCC4. Plant J, 24 (1): 67778

West CE, Waterworth WM, Story GW, Sunderland PA, Jiang Q,
Bray CM (2002). Disruption of the Arabidopsis AtKu80
gene demonstrates an essential role for AtKu80 protein in
efficient repair of DNA double—strand breaks in vivo. Plant J,
31 (4): 5177528

Weterings E, Gent DC (2004). The mechanism of non—homolo-
gous end-joining: a synopsis of synapsis. DNA Rep, 3 (11):
142571435



