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Abstract: As a primary calcium sensor in all eukaryotes, calmodulin (CaM) regulates a wide range of cellular
processes by binding to its effector proteins in plants. Among the target proteins of CaM, signal responsive pro-
teins, also named as calmodulin-binding transcription activators (CAMTAS/SRs) comprise a conserved family
of transcription factors in all the multicellular eukaryotes examined so far. In recent years, major progresses
have been made in the functional analyses of CAMTASs in plants. In this review, we summarize the domain
structures of CAMTAs and the functional significance of CAMTAs in defenses against pathogen and herbivore
attacks, in regulation of general stress responses, in tolerance to abiotic stresses such as low temperature and
drought, and in growth and development of plants. Perspective on future research is also suggested based on
our understanding in this topic.
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B3 F(Ca” ) — M2 A T AT
MEEAMREE. Cao N IHESSSEMAEK
KRBT LARZ HoAb AR B R . AR
AR F, wtpria. BEmE. shiha.
W R R B S R 2 B AN I N Ca” IR FE I
BT, AT A M 4545 5 (Dodd%52010) . AS[F]
AhFERBE S A0 P Ca® ik B AR Ak ) 35 4 B
] AR A A AN AR AR B 5 A A ), X b Bk
R S R R 5 15 5 A R A5 25 (calcium sig-
nature). 5% 4 A% AN RS L R 705 5, A
PR AR 12 J AT 77 AR A [R] P 2R B N o R S LR,
Y Py Ca™ IR A8 Ak B Ca® 32 B (1 (Ca”" sen-
sor) BN, eI I T Ui R0 A SR T S A

IV (Dodd%:2010). 45K 2 $Ca J& 52 & (il it
— A SRR e 4 #4) 1 EF T . 5 (EF-hand mo-
tif) 5Ca” 4. Hil, M & EFTF i Ca K
5 A F B 451 3 (calmodulin, CaM) [z 3445 i
% (calmodulin-like protein, CML) (& [E £1.%£2004;
YangfllPoovaiah 2003; Poovaiah%$2013). 54K
Y (I B (calcium-dependent protein kinase,
CDPK) 13545 1 #22 &ZB (calcineurin B-like pro-
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tein, CBL) (Luan 2009).

TENFEAZAEY) I EEC K EAZ —,
CaMW 5 Fif— Ry EAMEAEH, MiEST R
LA F TR, CaM & A 4NEFF G, BATR
XT3 AT AE N A Cg, o 8] B — > 2 IR R 2 5 &5
FIAHIE . CaMTELE A CaY e R & kA BEBL,
P R EF - B 70 S BRR, o 8] ()RR 2R 58 46 1) i e,
A CaM 2 L HH b 75 VR 19 WL 442 1R 45 44 (Yang Al
Poovaiah 2003). fi#)CaM & —/> £ 3K 1 5K i,
Ee 44 B 5 (Arabidopsis thaliana) g 74> Gmi%4Fh A
[@]CaM & [ (CaM1/4, CaM2/3/5, CaM6AICaM?7)
(1) 3 PR A1 S0 4 15 CMIL 1) 2 IRl (McCormack il
Braam 2003). #i K200, CaM H & %A i
(135 1, {HCa® /CaM & &K F] LU T i 72 T iiF £
FREL TR A BIE R — RV A RES . H AT,
MITEADLETE 7502 AR ) CaM gh & B H,
AT DI RE P I B 40 B A= #VE Bh (1) & AN J7 1, 0
AU 0B 3Thae. MYBRES. BT
s, EES. BRI EBERIL . BEIE
AR AN L 5% 8 #2225 (Snedden flFromm 2001; Yang
FPoovaiah 2003; DufliPoovaiah 2005; BoucheZs
2005; Kim%5$2009; Poovaiah%$2013).

A% DR (K 5 S A A R L Ca® (5 S E
PR Z 40l fE 5 R %m . 2IHACA IR, 20
HION KA o 8w NCaMS & H, B
CAMTA/SR. MYB. WRKY. NAC. bZIP. CBP60
FIMADS-box %5 5 i (DufiPoovaiah 2004; Park%§
2005; Finkler4$2007; PopescuZ£2007; Du%:2009;
Kim%5$2009; Reddy%5:2011; Poovaiah%$2013),
CAMTA (calmodulin-binding transcription acti-
vator)/SR (signal responsive)&—J ZAF1ET
FAZ W) R CaMZh &AL s 5 S IR 1 KR,
2 B AT 548 i 2 1 — 2K CaM 4 & (1) e sk A
F.o ME (Nicotiana tabacum)® 5% L% F 1)
NtERI & 5 KB CAMTA/SRIE A (Yang il
Poovaiah 2000). 4 CAMTA/SRI:E K W % — Z 51|
WEE T8, $h#E. AENMGES M E
E5[I 0. Biv% R (abscisic acid, ABA). 4K
%, /K& (salicylic acid, SA). F#if&(jasmonic
acid, JA)%Z%] (Reddy%$2000; YangFl1Poovaiah 2000,
2002; Galon%52010; YangZ$2013; Wang%$2015).

AR, BT 3R W] CAMTA/SRAE M W) AE 4 iy 1B H1
A aa SN DA R KR B T R T
ERAEER . A UMY CAMTA/SRE% 5% [F 1
Dhe st Fuidk ik AT 1 845
1 EYICAMTA/SRES 3R [E FHIGEHFHE

T CAMTA/SREE S K T2 — N L IR K
W, PRI RN A A6 NCAMTA/SREL I, /KFg
(Oryza sativa) 71, KG(Glycine max)f 154>, &
Hti(Solanum lycopersicum) % /045 74~ (BoucheZs
2002; Choi%$2005; YangZ$2012; WangZ$2015). fr
A CAMTA/SR Z i (1) s DR 7 #8 H A DR~ 1) D e
B PR NI AR X HES 2 —CG-1 DNAZE
G ERI.. —/NTIG (transcription factor immuno-
globulin) % #J48. ANKE & (ankyrin repeat) 4t
., —ACa™ ki Al CaM 45 & &5 ¥ 38,(Ca® -depen-
dent CaM binding domain, CaMBD)F1 £ ik & & 1)
Q%7 (1Q motif, IQXXXRGXXX)A5 L RE 1 45 #4)32K
(Bouche#$2002; Poovaiah%$2013; Wang%$2015).
FEIXLL S5 fyddirh, TIGES H i 5 e s K 1 [ DNASE
FrR Rl A ¢, ANKE R 550 HEEA K, 1Q#E
Jr ] LA CaM Bl CML 45 & F H 7T 58 AN 75 22K M
Ca’" (Bouche:2002). £ KR W], AtSR2/CAM-
TA1 T CG-1 A TIGSS ¥ 35 2 5] ) DX 37 19 £ 40
T B B S D RE(Bouche=52002) . AEW){E B
MR, CAMTARSKIN 1A A E# A% 0E
{715 5 Ik (BoucheZ£2002; Choi%2005; Wang%s
2015). G4 M52 A7 ) 73 Hr 3k — 2P AIE SE AtCAM-
TA1l. AtCAMTA3. AtCAMTASHIOsCBTZ: %)
CAMTA & [ 58 A 75 41 il 1% (Bouche552002; Mitsu-
da%52003; Choi%5$2005; YangflIPoovaiah 2002).

CAMTARE R 1 T & A M &5 M I CG- 152 —
ik $EEDNASE & &5 1038 e F-7EBK T (Petroseli-
num crispum)H yEFER| [ — A TE R cDNA b
CG-1, FPrdmid )i 5 7] L4 & & CGCGHIDNA
J#%1(da Costa e Silva 1994). [Ffij5 7R H, At-
CAMTA3/SR1FIOsCBTH] LL45 A CG £ (CG-box),
HI[A/C/G]CGCG[T/C/G]FI[A/CICGTGT (Yangfil
Poovaiah 2002; Choi%2005). {EHFERME, 58—
Fhooft 5 ABRE & TG4 (ABRE coupling ele-
ment, ABRE-CE, [C/A]JACGCG[T/G/C])HEZ, T4
TR oot 5 ABAW N gt (ABA-responsive ele-
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ment, ABRE, CACGTG[T/C/G)E & . {71,
ABREFIABRE-CEIX /4~ e At 4 i it g Ca® il
M e (Hobo%£1999; KaplanZ:2006; WhalleyZs
2011). CAMTA#E R 745 & 1 =0 E A ot 5
ABREZ [AAFTEAAPE 2 5 Bk CAMTA S 5
ABAfG S i i, XA A LA fr ik — B 1
7t
2 CAMTAFTHEYNEKAE

Galon%%(2010) I\ N FTFCAMTAL 54K &K
Fo@ERA L. BEFalaGUSHR &K %R M
CAMTA TN N3R5 RIE B AL 5 DRS - GUSHR 7RI
AR LA B AR AL AR K ZR S A FINPA b 2]
fECAMTAIE A K H A R WML 25 3 RKIE, Uil
CAMTALXS A=A FRG e PR B o ) FH i BRI gt
TR BIEE RERY, camtal AR P H 1TS54 K
FAHR B R RIE B, 5 B RLEE127 %
T4k, camtal RAFRFIRNAI T F 1) CAMTA 1]
T L DR R AR 00 IR e A R B th ek AR K 2R
R M, Hi, CAMTAIARES 5EKEES
BRRELIFETHEHDNAEKS KB (Galons
2010). WIEAEH FEREEREFAVPL (vacuolar H -py-
rophosphatase) T 7T B F: Y H9pH, 7T B
AR R PSR EY A KK (L%
2005). Mitsuda%(2003) & B, AVP1H)# % 52
CAMTAIFICAMTAS ¥4 . RIELMAE LHHE
SMCaE S AR KM KR, &L, Yang%s
QO£ W, CAMTAR BEZ 5 & B 2 i)
KBRS R T . T T CAMTARE R 7E
B K B R R SE O A A 2 R R IA,
SISR3LMISISR4 AL R LA PR IL; Fi4b, iXk
CAMTAFIE N H %2 4015 5 3Rk, I B EATTHE
BFEs 98 A8 A rin (ripening-inhibitor) 1R 1A AR &
4T ARk (YangZ52012) .
3 CAMTA/SRETIEYIXmAER &N N

T 58 R G 2 I NGB, 45 9 T AH 5% 23 1 R AR
(pathogen-associated molecular pattern, PAMP)#
A 902 [ W (PAMP triggered immunity, PTI)A1%W
1 H (effector) Uk 1 %% [ B (effector triggered
immunity, ETI), 11155 5% %0 & N L3S R G0 3R15
P PiE (systemic acquired resistance, SAR) 1% 5 P
Z Gt pitk(induced systemic resistance, ISR) (Fufll

Dong 2013; Pieterse®$2014), SATEREY)SE K
FISARHURFE AR5 120 I/E H (V10t55£2009; An
F1Mou 2011; FuflDong 2013). I3k, BN A
RIVCAMTA3/SRILESAS T HEIBT T B &
5 A\ 5 7F F(Du%2009; NieZ5$2012; Zhang%s
2014), LFGIFSRIDIHE R K TR AL A B AT ALt
TR, A B E] L A IR B K
INFEBE R YU AH O3 BRI PR 145 (1) 24 R M 3Rk
Fojw P 5 9 25 (Galon252008; Du%%2009). B
REWXLEHUR RN S PEERSAK T &R 8 A
Ko fEsrITF T, W ERIESARE MM K NahGEL
H PR S AG B AE (1) 1E 7] 4% K- PAD4 (phyto-
alexin deficient 4)8RICS1 (isochorismate synthase 1)
HRT AV BRsr T 20 AR B0 1 22 B (Duds2009) . T
T3 1k 23 A B, s 1 AR A0 Ml B TR J B0 T
(Pseudomonas syringae)F H 15 1 K %5 1# (Botrytis
cinerea) I HTPEIG 38 . FERLE &5 LR B, srI AR
32N P AR L R (WIWRKY33. PRI Chiti-
nase) 1261k i, & RS E132% (Galon
££2008). EDSI (enhanced disease susceptibility 1)
e — M T SAE S &R LU S /5 1, 1]
VAFIPADATY i 52 & 44 3% 1E 7] I 15 SA N F: (1 B T2
S N (FalkZ51999; Feys%:2001), EDS1HIPAD4i4
2 BISARIE A SR 1 — B I 7R R B, SR1
AL S EDSIHE A 5 3§ XM CG R 4 &, I
EDSIZIE, MM FRISS AR R K HA-F R 2
S (Du2009) . B4, il A SR1H1CaMBD
IR T, KILEICSR1E CaM¥ 45 & R 7,
AJ LA S5 SR 1K EDS 15 PRFIAE ) G 28 S 7 1 441
il AKICHENT, Ca®/CaMI¥)Zs &% T SR HEY
o8 I VL [ Th i 22 0% B B (Du%5:2009)

EDR?2 (enhanced disease resistance 2)& tE4) B
T8 899 (powdery mildew, Golovinomyces cicho-
racearum)fd & — A7 15 T (Tang%E
2005). U It edr2 8 AR R 8 B B v 1 o,
It BRI R 5 SARAE A K. NiedF(2012)i 1S
i dedr2 (AT, K ILSR1 K] D) e 3RAG 1 AR
sr1-4DV] LA edr2 WPt R 8L . {Esrl-4D W%
AR, SRIFEH 52 564407 (ICRAS L T T, 115
SRIAE T 55— MNQEE 7 v (1855 14 TH 2 R 5% A2 Bt
THATR(A855V). HHIZ, Jing%5(2011)i#id K
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RIS e SARBR R RARAR, J 1P AE [F] — I [A) 4%
B T =N 5srl-4DRAGANL AR I RAL AR cam-
ta3-3D. camta3-3DFRAFRF L H 55 FI I SAR G
K3, FF HXF 554998 [ 41 B (Pseudomonas syringae pv.
maculicola ES4326)F1 5[ (Hyaloperonospora ara-
bidopsidis Noco2) 1P tHIR 55 . SRIGERIEER
KRR 5 camta3-3DH[E] . X 45 B0 B SR1A] DA
[] B R T AR BB T B FISAR (Jing%62011). {H
A855VAL s I RAS Ay ] 23 38 9#isr -4 D/ camta3-3D
RABKPRIIRE S, BRTEATERE . WTReRHN
SR1-4D Y5 CaM 45 & Be /3 o, thnl e HA
SR1-4D 5 CaM 454 BT 7 Ca® B FE AR, X/ i
L T B — P . SEDS1254UL, NDR1
(non-race-specific disease resistance 1)t /&SA/ 5
(K97 s B IE [ 145 R 7, 9 BNDRI )k %2
I J5 B 15 5 (CenturyZ$1997; ShapiroflZhang
2001). FEBHIAE, SRIER T2 EDST X, i
¥ENDRI 1135 (Nie252012), NDRIFEH 55T IX
WA ASRIFTS A FICGHE, H H &R IT# S5
YLy Ji G2 PIIE SIS FRIESE T SR1E NDRIJA )T
X4 G o fEsr] FRAZR I NDRI [ FRIE T =, 1
TEsr1-4DFRAEARNDRI ) RIS EAC. fEsrITE 5t F
ndr 1) 52538 2= FM il sr 1 T AZ AR 1 3R B (Nieds
2012). REsrl-4DRAZING] T edr2 ()i 4L,
{EJESRIFEDR2.Z [A] %A ELEL I % 5% R (Nie
2012). — P AT RE A IR RS2, srl-4 D3 i 4]
EDSIFINDRIZH I35, BLEG T SAS S HUH
G5 & 42, IIHH T edr2 i SA I BLm Pk .
I, SR I A [r) A AE B SR H R PR A B
I3 EDSIMINDRI, MITTAEREY) S 3R G0 K 4%
I VE FH (Du$2009; NieZ52012).
CIEAEEM A FR BB B, il 18K

K. MBI, DAY R
AL IR A e )8 A T T R T B R R
(Z= X BH%5£2013; MerchanteZ£2013). 45 W (1 2,
W ARESE & O e 5 514086 2 B EIECTR
(constitutive triple response 1), fiCTRI1Xf 2415 5
%08 FHEIN2 (ethylene-insensitive 2) i i1t 52
e, AT EIN2 (1 C iy 4% V1T 5% 18 24 i i,
IXAEEIN2 [ Coiig i 7] LU EIN3 FIEIL (EIN3-like)f&
S, B 5| K L0 i Bk R ) 3k I R A L AR

T J¢ W (Merchante%5$2013). fiff 7K BISRIFR T i
TISAN T I PN, B E 206 T Y =
Z(Nie52012). EIN3Z OMfE 5 R BRI —
AN EEH E B R SR T R N AR b 2 B S0
WESE 7 SR15EIN3JE )+ X 48 1 45 & (Yang #
Poovaiah 2002; NieZ52012). EIN3JEL[K {Esr1 548
thrh ik T, (HEsr1-4Dr FEAS, Ui ISR )
WA EIN3 )ik (Nied52012) . srlRA R 2.4
PR AR, T ThaeIR1S sr1-4D IR AR N A
o BEAb, ein3TALE ] LA sr ] () M55 33
A, Y sr] AR CIR R g 2 R
SRIXFEIN3(F) 54 K (NieZ2012) . {HfEein3 5
A AN B A il s 1 TEAZ AT R0 (A48 5% AL 9
J5iF#, biotrophic pathogen)JHiME, i ISR 1iE T A
A 1 77 R Y B B NN 201 T I 3
(Nie%52012). — ki, SA(E 5 7E R B 1 i 14
B IR IR B T K E AR, MIAM MG
VBT B4R E 77 8495 R B (necrotrophic pathogen)
rp k% 5 BLE FH (Glazebrook 2005). Hff 573 sr1
FEAFARKS VA 57 995 i B (Wl Pseudomonas syrin-
gaeflGolovinomyces cichoracearum)yLARE 37 8%
JR T (UnBotrytis cinerea) I PuiE Al o8, X ]G5
SR1[A I 15 SAHI I 15 5 & 424 K (Galon s
2008; NieZ$2012), n] W, SR1EL HIEEDSI
NDRIMEIN3F K3 3%, R 2 5SAM ZIGE S
HFiEit.

FH - SRIFEAE W) fo 28 5 4 vk 47 e 1 59 4
R, X r=A 7T— N gE ], RIS R B AR, A
YranAer s X m A )% . B, ZhangZ5(2014)
TE P BERU AT AR RAE SR I 4 F] T — 4 SR1
H EAF#E FHSR1IP1 (SR1 interaction protein 1), FF
HEBISRIIP1 2 —A3E Fcullin 311172 R IEHERFE3
I JEE 422 5 2K [ (substrate adaptor of cullin 3-based
E3 ligases), 1] LA 17SR1[HI7Z R AANEfE . SR1IP1
DI SR 2 AT T 5 iR B BE A5URK, T SRITP 1 &
FIEM U PEIG 58, YW SRITP1IE [n] 1 15 14
X SR BT e 5 5 B AT B2 ESR TP 1 -cullin
3-E34r 32 AR SR 12 F O B A, AT it
& 1 SRIXSHE AT TR B 1) il (Zhang%52014) .
{EL J5U B W0 (T 5 SR TP 1 -cullin 3-E3 172 & 1%
BRI Rt — 2 IR AL .
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KA A CAMTA3/SRI Y] [R5 2% K Os CBTAE A
ok 9 TR TR PR 97 1 B R R A AL T fE (Koo
£62009). OsCBTIjjfit fift 2k RAL R A K 52 FI| B 12411
i, {H XS 7K A ¥ 5 ) B (Xanthomonas oryzae pv.
oryzae) IR W (Magnaporthe grisea) )P 1 5,
KW OsCBTH 2 MW7 T S F) — A A7 i 4% [
T o {HOSCBTLEKFERH T o7 A iy B AR 1 8 #2541
HANE Rt — Bt st &k, wEFCN Sd i n
5 S HF A YU (virus-induced gene silencing, VIGS)
R 2 i CAMTARE R, I SISRIAISISR3L it
)V TP P00 I SL(Li%E2014) . o] L, =S AE )
HHCAMTA R 507 S5OBE () Dy e B AT e 1

A, CAMTARE I 5 A8 40 6 35 1 J i
(Laluk%:2012; Qiu%:2012). SAF B Ksrl 5484k
Xt 8 B B I (Bradysia impatiens ) FIURy SRk
(Trichoplusia ni) 401 # i 25K T B A2 Y (wild
type, WT). JAR I 1H & 3 W) 1) B 2R,
JF H g &5 EIA S & T & (HoweflJander
2008), T FEsr1 FAL A& i {2 BETA ) T 5 S 3 1)
X TWT (LalukZ2012; QiuZ52012). 7EHYIF; T
S N7 T, SAFITALE 5 2 (B BE AT LUAH B ¥ (], tA]
LAH H 5 Pi(BarifllJones 2009), b anSA ] LA
JAEW G S # v O I iR %6 & B (lipoxy genase)
KR LOX2( %% (Spoel252003) . [FIt, SR17AfE
T I A% N RS A S B I TR IA R AE YA BU(Qiu
552012). fEsrIZARAR Y, TAN RN A 455 bR G 2k A
VSPI (vegetative storage protein 1)[f] 3% ik i & [%
K, JANE W FE K JR2 (jasmonate-responsive 2) %
T FEAEC, T S TAC 8 28 1) 45 35 ey . B [RINAR 2. 1
(G AR IR h Fe 75 B T I AR IR BE 1, tRAROUNRTS. 1
B WR3)H B3 TF = (Qiu2012). Ak, SRIKHE
Yy HUE N I T8 R ZECaM ) 45 45 2k 2 CaM
4h G RE T ISRIFFA RE Mk Fsr 0 B S UK (1) R 2
(QiuZ%2012). I, SR1LLCaMAKHi i 5 20 5
JARGAL MR 1t TR S V. Laluk%$(2012)
(I i 45 SR 2R B, SR1IE ] g id it 1 775 2 2% 0K H v
4 1) 78] 26 #R S A BURR 2 (glucosinolate, GS)HIAEY)
BRI TR o0 BT . A B UK
srIFAER T, GSI & & B E K, H HZ5GSHR
W 3E R (W IQD I MMYBS 1) R IA 1 R B 3%
A

4 CAMTAIFTS{EYINYIE A e & 2

WY EA B R AR EE S — R
FE T (AL, 38 R AR P A2 BRI K T R
NAN GBS AR A . 38 B8 S B (general stress
response, GSR), % 1 # AR AL Lo T IR 000 )97, s 5
TEAE T AN R Ap b gk Ak b OR 55 1R S 2 45 Foh A 55
TN 7R AR ) — FR H1 G (1) kA B (Kltz 2005,
Lopez-Maury452008). 58 A 70K B, HHYIGSR
% F|CAMTA/SR ¥ 33 [ ¥ 1E ] i % (Benn %%
2014; Bjornson%$2014). WalleyZ5(2007) 1 4G 7E#L
A T A R AL bk A £ AT e [R5 R () J5 3l IXE
ERSREJGA(rapid stress response element, CGC-
GTT); FH&RSRETCHF & 1H 31 IR Bl 57 )t
= (luciferase, LUC)HR 75 3 K (4 xRSRE::LUC) )5,
IR Z o ie i Lpk 35 . ¥ A B R Pk
FTHE I UK RSRE T il ¢ 't 25 B Bk DR R 3R 0K .
1M, IXFPRSREAE I Ay — i 3d pRs e 52 ) GSR
JefH(Walley%52007) . i 43 41 ©L 48 20 FF 1 2 A
O H #dE, Benn%5:(2014) % HIRSRE TG 7 i & 46
TS0 8% o filp 2 B s A0 BR T e 7 P 5 R ) R 31 X
P B R K75 S (Ca™' burst) At 1 A HETR & B
(flagellin 22) A ¥ FLFE S 12 (oligogalacturonic
acid) ] D58 2 kiU RSRE TG il 9¢ o't 3 il 5t
KR . b, Ca® KA FIEGTAN &2 il
HUB A% X RSRE: :LUCHI 5%, W] W, RSREFIE 14
H5Ca 55 H K. S THEMExCa’ 55810
POEE S Ca’ (5 5 A S RSREJS 3 T IR 5h 15
PH 234 L RSRE 5 CG & (CAMTA S 4 (1 o,
FECa’ (5 5 AR o) AR U, Benn:(2014) ik —
A7 T8 s R B B Nk S8 A CAMTAFE R (1) X
RAK, KRILCAMTA3 1] DLdE I RSREE T iiffik
5K 1 0k, 3 HRSREA 5 135 475 i v 5% 3
CAMTA2. CAMTA3NICAMTA4{ I FAEHE.
T R YEGSRAE T & 42 1)U 15 K+, Bjornson
25(2014)LA4 xRSRE::LUCHTS Skl 258 H R
Z. i (ethyl methanesulfonate, EMS)ZEAF 5 i ik 2]
PANLUCTHE TR AE )RR . Horh— A~ yCAM-
TA3 [ T RE K ALK camta3-4, FRSREE PR
i, IXAIESE T Benn%s A (2014) 1 HF 7L 45 5, Bl
CAMTA3 IE [ I RSREVE . 55— A WMEKK1

(mitogen-activated protein kinase kinase kinase 1))
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BEHR 0 Bl e RAS fkmekk1-5, FLRSREVE M T & 1 H
RSREJE 1% iy 0 tH 30 (K I (A 52 1T o mekk1-5 cam-
1a3-4 X FRAAR G W45 R W CAMTA3 4L T-MEKK 1
TUE, FHENEGSRIAE EEAAFEH
(Bjornson%§2014). #RMCAMTA3 5MEKK145
IMAPKAE 5 Bk 2 18] B SR8 A ik — 2 1)
Bt 7T

5 CAMTA/SRIETEMHRIRMIE K B

iR 2 — M EZ R Y A KK B R
K2 . A KA IR AT R W 7E 28 7 3 ARGt 1 &b 2
JE PR YERG 58, XML R AR GRS (cold accli-
mation) (Thomashow 2010), CBF1-3 (C-repeat/
dehydration-responsive element binding factor 1-3)
TEAE AR YN R b 4% 1 AF s BB 51
F(Medina%$2011). CBF1-3 (1443 7|# ANDREB1b.
DREBIc. DREBIla)J@ T-AP2/ERF 5 ik [t — K 35
K-, v A5 1R 22 ¥4 55 i 5 5 [X] /5 3 X i CRT/
DRE (C-repeat/dehydration-responsive element) o4
(rCCGAC)4; & B 51X Lo L A ) ik (Medina
2:2011). Doherty%:(2009) Kk BLCBF2J5 5 X H
—BKEEN27 bp I FE A1 2 LT 5 CBF 20 1)
mig B, Horb R A7 3 CCGCGT 5 CAMTA/SR i 45
HHICGE(VCGCGhMH T #E—L 0 M A, ZA
27 bp I BOW IR H Wi S 32 #|CAMTA3/SR 1Y IE
R4 . 5340, HoAd A IC R PR 35 = 1 2 A
CBFIRZATI2 (%hs—Fh'ee 8 8 E) 0] ge 32 3|
CAMTA3/SRIF HE I, EATH G 87 X# &
A CAMTA3/SRIIT 45 & HICGHE, I HAEcamta3/sr1
HIRIR BT )5 5 32 2 4 4 o (H A2, cam-
ta3/sr1 IR I BT IR B2 A, T cam-
tal/sr2-camta3/sr1 X FEAEAR 0145 1 ) K & BEAER,,
P CAMTA3/SR1AICAMTA 1/SR2 T g $t [ 5
TR IR B 38 1) 5B (Doherty 52009) .

UREEIRE 2 B IFER BARNA X Y)IE BCE
BE, HRaBFERMEYNAEK. Scottds
(2004) () TR B, R 4525 CHEA AT
Ja, RN SATF R B R . FRIANahGEE R B ik
WSAJG, FEAIRE NEM AR 4K, UiSA
S FETEA RO M)A K S M B R 2 (Scott
2:2004), #EGFFCAMTA3/SRI1T)RE R AR LE
25 ChA R T A KRR B A= B A B i X

i, I AER RS A, {HE I B AT BEF20 'C A2
AN, B AR A K IEW, (Heamta3/srl FRAZK
ER A, RN SATR BB 2E T, W camta3/srl
KA T PR UK (Du%2009) . 14k, 7E
camta3/sr1 AR IS B R IENahGHE K], B IR
SA(S 2% FIPAD4. EDSSELICSIHER, #51T LA
T o LS L P SRR (3R R, U B S AR 5 BUX P
JERURR B KB ] 1 (Dus52009) . 8% 2 k4
F B CAMTA3/SR1AFESA G L T SA(E il
% PADATT s B, 3P H T AR IR YR
FHICAMTA3/SRIXTEDS ()45 75 H i 3] 6 g
£ H (Du%2009). Kim%5E(2013) ¥ 52 R B, LR
FFCAMTA1-3 (4 il %F N SR2/4/1){ETh g b & &,
EATHE AT CAI IS A AE W A K, I IE ) T
CBF1-31)31k, 31 52 e FE A7) 0 IR R i 52 125 5€
S R SAIIE N2 M IS ICS 1A BIR2 SE L

A, 7622 ‘CF, camtal/2/3 = 53544 5 X GRARAR
(camtal/2, 1/3. 2/3)FIFAGEAZAKR (camtal . 2. 3)
FHEE, SAE R KRN, 7 H5SA R A LM
K, WICS1. CBP60gMSARDI %k &1 T w5
(CBP60gFISARDI1 2 1E [A] 1A 5 ICST 5 5K 1)

AR, CAMTAL-3#HH MIHISA G I DfE. Kim%F
(2013) B 7838 K B3N T BB TLAR [ CAMTAKE R
R CAMTA3 RIS Z AR TS 5, X R R A
o LR B RIS, R camta3 987 AR0EL R %
UK (Du%%2009). HEIRSASE S EIEA RN FHEY)
A KR A I B R 2R, (HAE SARR BN Re 3G e
VIR BRI, BOAA SRR S 15, SABK
RARies IR AR PS5 WTH L% B &1
5, Wi LB WT Fics IEARIR AL FE R (KR
AbEE3JE, W EPSAFR 8 i H) SR R R IA T, Kk
A 264 MRS F K ZSAE S, 5 2T A KR
FHFERI27% (Kim&52013). fEHR T, XLk
DR 75 SAFH B fflcamtal/2/3 = TRk 1% §: 15,
HAPRZ 5SAESH K, s Rk x MNE.

DR, IR N SARIF 2R BARAS RefE M PR ok, (H T
fe 28 I 5 BT JE R 3Rk 1 s A AR IR R
X 95 S B 0 B A BE D (Kim282013) . @i iR
camta X FAGA(1/2, 1/3. 2/3)"FCBF1. CBF2Fi
CBF3FER I RIE, W FE N 0138 K IMCAMT1-3 3 [F]
EHECBFI-3XHR IR PR B . e 4b, JE it b
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WTHcamtal/2/31EARIR AL #E24 h5 (550, KN
A 15% AR S I (1284N) %2 CAMTAL-3 1 I
A, I X S 5 2 1 X & & CAMTAZ,
A HICGEFICBF4: & fJCRT/DREGAE, 1H RG99
FE R B T 2 B4R (9 CBE 35 ¥ (Vogel 2£2005)
AL, 52 BT R (41 L Ca® (5 5, W] LT
CAMTA YR & B 7 41, 85 R Mg 55
E IS ELR) I
6 CAMTABTHEYINTEE RN
TRERED & FERN— D FEEERH .
Pandey%$(2013)I\°H, R IFCAMTALZ: 51 1itl
YT SN . RS T camta ] RAARLE T 5%
R, RILH X T 25U Ko R 2
K. B RCRBACFIAIN 5 K& T B R A,
Pandey % (2013) ff B K108 i B0 40 b, K ILT
BX&M Neamtal PR Z 521E . MM T
DNA W EAL TG EE A R BUR AR T AR
b, 3 H A EB 4> CAMTA 1 IE [] 18 35 (3 K] 5 41 i
JoE BRI SR AR A G, XK CAMTALH] ETE T2
WA R IATTE . Ak, 1R 2 WhiE A 56
[, WMRD26. ERD7. RABIS. LTPs. COR7S.
CBFIFHSPsZ5 ¥ camtal P K4 T B4k, IF
Hax se FL R (1 5 3l 7 X 30 &= & CAMTA U )
IFEAE 7o, BNCG#r(Pandey252013)., {HE, 1F
T 5 R B CAMTA 1 BT84 (1) 82 3 B4 A I L (A
AR — B E . ik, Li%E(2014) K I3 i
SISRIL%Z T 5 Whid i 5 21K I 1F m 8 M5t
B, fEVIGSiE S ISISRILYTER I3 Sk, w2k
KM AR RAEDE T, HEYCAMTA K%
(AR 72 2 B 2 S5 H0R, )75 Zdt— PR
7 RE
CAMTA/SRAE NCaM 25 45 (1) — 2/ 55 B ) e 5%
K7, fEMP e e NAVEK R B A EER
W IEE. CAMTATESAS FIBT TR B FI .0
BFo@ah REEEMER, (HHZ R T IX
ENSMEYEKKE SR, HiTEAGEE. B
T IRE . B M. HEMT RS,
CAMTA & 75 1 1 42 Ho AR 53 i ae s 5, A5 5
Z I Fi . Tokizawa®§(2015) 5 il A FL R B, U
FFFCAMTA2IE [m] 5 7 28 30E M SE IR i 1
FL[KALMTI (aluminum-activated malate transporter

DFIFRIE, o] fe i EPiE . mYaE 24
CaMA1JL+41CML#EH, fHCAMTA 5 CaMa{CML
(256 e ALTERIF YIRS 2 . CAMTAZE
(1) )5 2l 7 X & A AR 2 W 38 A5 6 [ oo i, (5 R 4%
CAMTARE R ZRL 1) b 4% R 7 B A R LTy A
B2 . SRIIPLEPU IS FCAMTA3Z HALF AR
PR B3k R A, HOR I TR Y H A A= B
IR CAMTA B, G — D05t . Bk
W RES B4 kWcamtal . camta3. cam-
tal/3fMcamtal/2/3E AR H IR Z E R FRIE
RAET BEAL, B2 H FT AT CAMTA %
R RERA AR A R 30l S Mg AR,
L 8 )5 G % UTUE - I 7 (ChIP-seq), E 42 K 4H
Bl A 25 8 CAMTA YR SR L R R A5 W D 2, X
A R4 7 A #2548 C AMTA [ o g B 4 1 2 Mr
CAMTAE W30 53 I A & R & 72 A A i
e @S H Rl . BYICAMTAR — N2 HE K
R, AN TR R 03 B A D RE 4 S Pt B D Re i
TLAPE. FIF %2 ERAFAFI A T microRNAS S
LR S TR 10 7 ¥ (Hauser45:2013), H BT 087
TEYICAMTA ZRA R R % B B DhRE. Ak, %
FCAMTATE B PLm MPLs I EEEH, H
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