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HEHYICBL-CIPKIE S R 4l 5z IE A BB
SINEEALIE]

HWHRB, Tok, HEE

Z M TR AEmRE S TR, =1 730050

WE  SIABIRREEB A A (CBLs) Mt H E 5 A B (CIPKS) AL IS 5 R 2 AR A Wit B3 i 57 () B i §5 M 4% . CBL-CIPK
REUEIEBERRAL R RIS Ca (55, Z 5 JE A I B2 4% . %048 T CBLsFICIPKs45#). CBLs-CIPKs
ot A [F Je P TR A S Gl 7 SR A 3 VA S ML BB FE R R, JRREEE T ARSRIGEIE 705 M1,  CARASRAE P b aof e as 4% 5 R FR it

iy

KR

JE4EMhE, 555, CBL-CIPK, B TiliE, miEiik

W, T&E, MER (2021). #YICBL-CIPK{E 5 RGeS ALY hia (R L. #Y24IR 56, 614-626.

YA KSR R EER TR Hi. Pk
FE L BeKT LK 3L 2R £ R 3 55 ) 38 (Peck and
Mittler, 2020). H¥TCILRREN 1, N GERL B RIXS .
DAL, FDE K A R A R R R S 7
BUH, BN AL b SR A5 5, A8 0 100 A i)
1t S s v (Manik et al., 2015). 7EREIRR, ¥
ZA5 5 SIS LA EAEH, R 1 AR
VB AR AP IE o R AT T R e S O R I
#Z. Ca®'. ROS (reactive oxygen species)bl % 3
BT EA SN T AR A SHE— i,
FE 1% 2 2% 1 32 M 2% (Steinhorst and Kudla, 2013;
Sierla et al., 2016; Kudla et al., 2018; Zhang et al.,
2018a).

FEAIP, Ca” Wil ARTAARAE . T A4 K
DiRe k3, Svr 2 A A N RN B EEREA
HEFAFEVER (Yin et al., 2017; Koster et al., 2019).
Ca’"fs 5t Ca® /& M 8 [ g FF 1% 385, i 5] e
B N BT 5 5 G P4 5 A A 1 e B (7K AT R A
2007; Kudla et al., 2018). L%+, CBLs
(Calcineurin B-like proteins)ti#SCaBPs
(SOS3-like calcium binding proteins), &M%
fca’? " mMERHR, HBITHIFCIPKSs
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HATH: BKERE 34 (No.31860404, No.32160466)
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(CBL-interacting protein kinases)/PKS (protein ki-
nase S )M M Ca??" =5
(Sanchez-Barrena et al., 2005; 7k 4 k%%, 2014;
Tang et al., 2020). CBLsHICIPKs HAEM l— A H %
A5 5 W&, CEREPI 5 AT 2R DA% 100 45 1 N
Z R R A O/ H (S AT 4, 2007; Sun et al,,
2015; Ma et al., 2017; Xi et al., 2017). CBLZKj&—
ARG AT BLE CIPK S — > 8 2 A4S B BAE A,
HEANLANFEME 5 Bk, AT RS 1 ) CBL-CIPKR £
M 4% (Ma et al., 2020). [ CBL-CIPK{E 5 R4 &I
DAk, 5 R 5 AN F & 42 1) CBL-CIPK 2 & 4 1) 1)
e 250 R FRIA AR AT T2 W 9L (Weinl and
Kudla, 2009; Aslam et al., 2019). A %:i& 7 CBLs
HCIPKSIZEE 53288 B w4 b AR i i) 1
L, JFRRE TSR ST M, DA EY b
PR O RS R K .

1 #EYCBLFICIPKEH

CBL M CIPK 45 14 45 i Jy AR B AR FH 4R At 1 B i
CBL4 5 CIPK24 1] Ci il 15 38 1) 52 & 40 i A 4544 1 2
W i@ bt Sk (Sanchez-Barrena et al., 2005), #145
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7 | CBLA-CIPK24 53 &4 G e fige it eH 248 it 471 s 5 ik
KR ¥4 il N Ca®* {3 5 # 5 (Sanchez-Barrena et al.,
2013). [#B]CBLsHMICIPKsZ: /4FEA B T Fi S 5
RGNS

11 CBLYFLEHSH3#

¥ CBLs A& 5 % £ (Saccharomyces cerevisiae) il
Y ICNB (calcineurin B subunit) & AL — A
Ca® 482 1 F 1 (Cui et al., 2018). CBLEIM
WSS THIICa® 5 S, YIS N A 8545 1k (Bender
etal., 2018; Tang et al., 2020). CBL# 1 1/~ 417 1)
Ca* 44 K%, B4 4L 481 K T (elongation fac-
tor hands, EF-hands), & 1~EF-handsfl & 14685
Ca” & & (M 44 5F a- IR Jie - 3F -a- 8 Jie 45 ¥ (Lu et al,
2017). EF-handsH#1I7E & & 1945 8+, MEF-hand1
F|EF-hand4 # ¥k A 22 . 25132/ & FE 1R 1 FE &
(Sanchez-Barrena et al., 2005). ¥ [X [F4FE 2 B A
12/5% 5 DKDGDGKIDFEE [ £ 57 JT 41| (Kolukisaoglu
et al., 2004). £ EAX). 3(Y). 52). 7(-X). 9(-Y)
FIA2(-Z) 1R L 1 o BE R <7, 9F 45 5 Ca it fir
(Sanyal et al., 2015). {E737F ZEH&, EF-hand1/EX
fr B AY A7 B 2 18 A5 2 1 N 2 R R R 2k 1) A B
(Sanchez-Barrena et al., 2013). XM B 2B
A G E L Ca® 45 A 1556 R gk 4 A8 4% (Kolukisao-
glu et al., 2004). K& T H A Ca® & ¥ EF-hands,
CBLI& H A7 N 5€ fir 4 7 M1 C iy 1% B2 1L 3 > (Beck-
mann et al., 2016). 5%, #LFFIr(Arabidopsis
thaliana) CBLZ %41 % i (AtCBL1 . -4, -5F1-9)H
A N-5 Bk 3 P (Wang et al., 2019). #ESOS (salt
overly sensitive)(s 5 #24t+, CBL4/SOS3{IN-5 5%
P A 5 1 2 AR i 2 1 1) 2 2% 2% 1 (Kleist et al.,
2014; Saito et al., 2018), X HCa* {55 [ f& i F{it
gk HEnt.

RAEREHTERM, W IFACBLsH] 4) 33K,
AtCBL10Z S5 12 b — g i1, I HAECBLA
B A K KNI (Sanchez-Barrena et al., 2013). 3t
VORI R, ACCBL10E AT i B A3
Ji(Kim et al., 2007; Batistié et al., 2010). %5245
N (AICBL1 . -4, -5, -8f1-9), ‘BT E A N&miK
J (1) 45 K95 15 (Sanchez-Barrena et al., 2013);
KZHE 5 H T IRUZ B R 5 MGCXXS/TE: Y,

AJ #5 BCBLs[ & /£ i - (Tang et al., 2015; Saito et
al., 2018). B3I A HA MR B )N (Sanchez-
Barrena et al., 2013), ‘EA1¥ A ML 7 )
(tonoplast targeting sequence, TTS) MSQCXDGXK
HXCXSXXXCF (FAtCBL7%l) (Tang et al., 2012;
Kleist et al., 2014). TTSIA BT AtCBL2, -3%1-6
5E AL T I i (Batistic et al.,, 2010; Tang et al.,
2012). CBL7HICBL3 & A I S i, (HEAITHINGRG £ 4
1B B AN H (Kleist et al., 2014; Sanyal et al., 2016).
CBL7{EACa” KN 8 [, il % il i 41 o 2% 1 4 i )5
ff1Ca®*{ 5 (Batistic et al., 2010).

1.2 CIPKYFLEHME5 93

HYICIPKAE ) e 254l T-B#EESNF1 (sucrose non-
fermenting 1) #1073 % AMPK (AMP-dependent
kinase) (Mo et al., 2018; Niu et al., 2018), CIPKH2
A GERIRA R, — A B A R AL SEOE P AR SN
I AL EE R, o — A B NAF/FISLE: /7 FIPPI
(protein phosphatase interaction)& /7 = & AN (1 C
5 I8 17 45 (Sanchez-Barrena et al., 2013; Sanyal et
al., 2015), NAFE:FF DL & AR <7 (1 = 2 R Asn (N).
Ala (A). Phe (F). lle (I). Ser (S)filLeu (L)Ti 44, &
454 CBLI & % A7 55, 3L X5 T 4 5 AtCIPK24 Al
AtCBL4 EAE R 6T, I H AW IEHAtCIPK24 1] C
i R 1 4 A6 4 DA 2 LIS BR, TS B CR R AE B
FNHLIR &S (Chaves-Sanjuan et al., 2014). CIPK/Z
ELAG W RN Y 45 A4 35 ) Ser/ Thr & (1 3% (Tang et
al., 2020). AR, BHERIL 2% R G RIEM N IHAEM £
BRI 72 L, SRR Ak 2 CIPKR 17 38 bR 85 11 DA K
L5 CBLHAERIflik 77 2 (Sanyal et al., 2020).
RN E T FE R, AR I ACIPK K% 4y
NEANEFIMAE NS 2037 3 (Mao et al.,
2016). fEMA W& 1 B 3 3 A 174 R (ALCI-
PK2. 4. -5. -6. -7. -10. -11. -12, -13. -14.
-15. -16. -18. -19. -20. -22#01-25), H'E9/ R
(CIPK1. -3. -8. -9. -17. -21. -23. -24f1-26)7E
A NS FRIEME SR 4 BRI BCE E R R PR
37X 24300 5 S YT 2 (Guo et al., 2001). CIPK
FE A o ol E AL T4 i s A gl Az, BoTiEn s
CBLs I {E#E[7] 7 & 4 (Batisti¢ et al., 2010). L4k,
RERE T REH, MCIPKsZ G 5 N5 T 4.
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AtCIPKEL A # R EAEATL AL, T e 4N WAL R i
F R #8086 N & I D2 (Kolukisaoglu et al.,
2004).
CBLAHICIPKI® A4 H 22 T fig 1 IR ESOS A% H 4
RIL(Zhu et al., 1998). ¥ I+ 584 fRatsosl. atsos2
Flatsos37E i h il T 7= AR A R 1 Eh BUCR Y . At-
SOS3HFIAtSOS2 73 7l 4% 1 AtCBL4 I AtCIPK 24,
1M AtSOS3 A1 AtSOS2 . #¢ ik W 1 [ 1 1] 1 715 Jig JiE
Na'/H" %18 & (A AtSOST G 1, 7Em e A%
Na*4ME(Zhu et al., 1998; Sanyal et al., 2015). [ )5,
7E LR 5T % € H 1041~ CBLs A126 1~ CIPKs  (Koluki-
saoglu et al., 2004; Yu et al., 2007). Bt Y%K
MY B 5ERE, TEAS [FRIPFR R AH 4% 55 5 R AN S5
CBLsFICIPKsZK IR 71 (£1)-

2 1EYCBL-CIPKRZ 5ikEsk

CBL-CIPKE & 4%} Ui i As £ 11 A1 717 2 B iE
24k 77 347 (Sanyal et al., 2020). #FrEH X BEAH
WEEE. s i AR 1% (Sanyal et al.,
2015). CAWIFLERY], A#CBL-CIPKE &YIkiR it
FIBHESF(H' . Na*. K. Mg®*. Fe® FINH, )% &
HWAHA2. SOS1. AMT1. ATL31. AKT1. HAK5.
TPK1. ARF. ERF. SnRK2DAMIFIT, i —LLfH &1
(OHFINO; )#%18 & A WCHL1 (NRT1.1). RBOH-F

£1 A FEYFKCBLAICIPKE
Table 1 The CBL and CIPK families in different species

AMRBOH-C 7] 7 CBL-CIPKf# 21k (Ragel et al.,
2019; Lara et al., 2020; Sanyal et al., 2020; Dong et
al., 2021).

KEM TR, CBLECIPKE AR H¥ H iR L 2
— A 3 AL, T ELBE R 1k BE 98 1Y 55 CBL-CIPK &
EVEIHEAE R, 8L = CIPKEE £ (Hashimoto
etal., 2012; Sanyal et al., 2020). fEHE%H, CIPKX}
CBLI R AL B 44 i . (Pisum  sativum) il 1738,
PsCIPK =] Xt PsCBL ) Thrik #t i 17 % 2 1 (Mahajan
et al., 2006), BH/57EZ YRR AR I 7 X AR
%:(Sanyal et al., 2016). CBLIICii & 14> 1234
BRI FEH BT, HopA 500 OR AT 1) 2 B R kA
P. M. L. F. PHIF, FEILFAE “PFPFILT” (FPSF
4Eky38) (Sanyal et al., 2020). CIPKAE K FPSF4:
Fa3a AR 55 1 Serdk 2 W 2 1k (Sanyal et al., 2020).
5 (Sargassum sp.) 1387 CBLEk /> iZ 45 1), LLAsp
FGluFk AL # (Hashimoto et al., 2012). CIPK &
CBLBER 1L AL 5543 CBL-CIPKE 5 R 48 Kk % B AR T B
I B IE, #0, AtCIPK24 % AtCBL10FIBEER 1L v
BmNa #42  FAINHX7 (Almeida et al., 2017), ifi
CIPK23 X CBL1 1y i 2 44t 7] ¥ i K 18 i AKT1
(Hashimoto et al., 2012; Sanchez-Barrena et al.,
2020). [Aitk, CBLA##EER L — 51 w1 52 5 CIPK
HAE; 55— 771 SR HECIPKS T i $E AR 2 1 16 5 1
2 4E F(Lin et al., 2014; Sanyal et al., 2016).

YFh CBLs#i = CIPKs%i i EE BTN
78 7F (Arabidopsis thaliana) 10 26 Kolukisaoglu et al., 2004
3% (Brassica napus) 7 23 Zhang et al., 2014a
## (Populus trichocarpa) 10 25 Weinl and Kudla, 2009
HiHl(Capsicum annuum) 9 26 Ma et al., 2019
/K FE(Oryza sativa) 10 31 Weinl and Kudla, 2009; Piao et al., 2010
%% (Camellia sinensis) 7 18 Liu et al., 2019
/NZZ (Triticum aestivum) 24 79 Sun et al., 2015; Liu et al., 2018
JE# (B. rapa var. rapa) 19 51 Yin et al., 2017
A2 (Manihot esculenta) 8 26 Hu et al., 2015; Mo et al., 2018
i F(Solanum melongena) 5 15 Lietal., 2016
7% 3 (Ananas comosus) 8 21 Aslam et al., 2019
i % (Vitis vinifera) 8 20 Xi et al., 2017
£ K(Zea mays) 8 43 Chen et al., 2011
%l 3% (Beta vulgaris) 7 20 KR FH R
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3 {EMICBL-CIPKIES RS EIEE Y
B M R YL

3.1 CBL-CIPKEA¥IMBEFRENFZEAR

T P 38 e R 3R A 33 IR WS 7R ) T IR A O AE B
MY 2 (Koster et al., 2019; Srivastava et al.,
2020). KEWFERY, TOHLE FE4EREY £ K
WEZMEE A6, K. NO; MCITa] 4iFF 41 iz 1%
F, A4S 4 s, X5 T4y . <fLiesh
RIAEH & A K % 55 B % (Saito and Uozumi, 2019).

NOs™. NH4". SO, FIPO, 25 i 41 AR M i 1 4=
%Rl [ AT HLAL A P (Lopez-Arredondo et al.,
2013, 2014).

FEIX 00 5 BB T, Ca® VR 85 3 % M AR,
FEZH 5 AR FE#E0.1 mmol-L™' /2 45 (Hepler, 2005).
SR, HEYEBET R, . R R FHECE IRk
T AW, Ca’ il 5 A5 B -8 T AU 40 M o A
AN PR, L Ca® Yk B IR IE T 5 (Zhu, 2016;
Manishankar et al., 2018; Toyota et al., 2018). X5
FCa* 45 & MK & A R R AR AE, B 5 Tk
J3 2R [ BACa # i 77 2k B4 F 9 1 % H Th g (Tang
etal., 2020). MfiyCa”* 5CBL7EHEF-handsib%: 4,
1M CIPK ¥ C iy NAF/FISH 45 #4335 5 CBL H.{E (Guo et
al.,, 2001; Kolukisaoglu et al., 2004; Su et al.,
2020). CBL5CIPK&;& 1§43 CIPKHCiit H 1] 4514
TR TN B VBt 45 A4 45, AT 18 SR CIPKIE 1% (Zhou et
al., 2016; Yin et al., 2020),

TERLFG S+, CBL-CIPKE S5 R4 ilET 2 E T
HizEAMEN, KF2), BFh 3K (KAT1. KAT2,
GORK. AKT1. AKT2. HAK5F1SPIK). Na" (SOS1).
NH," (AMT1;1F1AMT1;2). NO; (NRT1.1. NRT2.4
AINRT2.5). CI” (SLAC1. SLAH2f1SLAH3)fIH"
(AHA2 F1V-ATPase) I i i 5 ¥ 1z 25 H (Ho et al.,
2009; Léran et al., 2015; Liu et al., 2016; Straub et
al., 2017; Ragel et al., 2019; Saito and Uozumi,

2019). CBL-CIPKTE ¥ C/NF: 43 & Mgl Fe ft 5 Ht
v 5 2 B4 ] (Sanyal et al., 2020). X ffCa” fik
FRPERE IR AL T R I RE AT IR AR AR K, R
LRI 52 5 A ST MG (Sanyal et al., 2020). H AT
W, CBL-CIPKZ &4 1) B 8 Ak 1 42 6 R 3 B2 &

B FIEIE M E A .

IR BENa X R A KA — s R ), (H
WRIENa 2 5] &g s F B 188 5 (Zhu, 2016).
TR 7 SOSAE 5 ik A% A2 Y 19 HE P AR i 2 28 110) i L
#l(Zhu et al., 1998; Yin et al., 2020). fEhHAE T,
AtCBL10 5 AtCIPK24 (SOS2) H 1E (K 1; #2), ¥
Na' X34 20, CAERG Pt b 350 5 52 #h e 4
“E(Hu et al., 2015; Plasencia et al., 2021). iX 5S0S
TR T AL ASF (Yang et al., 2019). #H0E )
SOS1H|HH-ATPase (AHA2)= 4 () JF -k Rt &
#Na #iz 4 (&1) (Yin et al., 2020). CBL105
CIPK8TE 1 A/ T SOST I, & WICIPK8
TE A 7400 R I b b e 87 R 3l A kS = A A (Yin
et al.,, 2020), (HHEEW T IR E B IEA FHRAN
WS o Y P (KT /N R R AT 6 1 R 0 4R
Fr(Zhang et al., 2020). #F7i#EW], HKT1 (high af-
finity potassium transporters 1)&E% 4457 41 i 4 =k
B KRR EENa® (Almeida et al., 2017). /KF&
(Oryza sativa) OsHKT1;1 3 Z7EHh 35 4E 8 A 4
Fik, FEh A AT SR AN INa AN ERE 71 (Camp-
bell et al., 2017). 14, idFRIAOSHKTL; 415 £ A
FEARA T Na ™ & R AIG, AR A I Na™ & =23,
AT B = % 25 9 38 ¥ U 1% (Oda et al., 2018).
CBL2/CBL3-CIPK21 & 5 i #h 4, ZE &
V)R BAEMGE R IEAEF, AR T URRE S R E
(Sanyal et al., 2016).

K™ 2 a0 i b o F & 1B 1, BT is
375 FE EL AL AR 4 L P pHAE 7 T A 4 28 0% EE B AR
(fhE51%%, 2017; Almeida et al., 2017; Ragel et al.,
2019). K" 5 k4> G Bl i I #R h Ca®" i 3 48 i
(Behera et al., 2017). 4EFFIR RKRUL I EE RS
K JEIEAKT1 R BB A EK s A HAKS (B, %
2) (Aleman et al., 2011). CBL1/95CIPK2345 & F-7E
il IR AE, CIPK23UE J5 K AKT 1 HIHAKS 1 12 14
s, DUEEK IR R 5 32 (F1; %2) (Lara et
al., 2020). It4F, CBL4-CIPK6E 441 H TAKT2,
A MK #HE(E 1) (Saito and Uozumi, 2020). ¥
1 1% CBL2/3-CIPK3/9/23/26 5 & W i TPKs (two-
pore K" channels), LA4ERF4H M P9 K Fa4s(Tang et
al., 2020; Dong et al., 2021),
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Figure 1 CBL-CIPKs in regulating Na* and K" homeostasis in Arabidopsis thaliana roots and shoots
Blue arrows indicate influx/efflux of ion; black arrows indicate activation.

NO; FINH, 2 AH MR 2 M L3 IS (2 FhIN 2%
VE(Tang et al., 2020). Ca®*ifi#% % FINRT/NPF#1
SLAH# 12 & FH AT NOs U #4i2 (Sanyal et al.,
2020). NPF6.3if it — FAAAE FAENOs MK S FIPEAS
X o MR, i @it CcBL1/9-
CIPK23X Thr101 ) i Ee 1L F k47 4% /1 (Ho et al.,
2009; Parker and Newstead, 2014; Sun et al., 2014;
Chu et al., 2021). NH, % IZHAMTs (ammonium

(C)1994-2022 China Academic Journal Electronic Publishing House. All rights reserved.

transporters)/1 % (Sanyal et al., 2020). =K ENH,"
SBARKTG PR AE R E AR, DR 0 250 4% 1) LA 40 A
AR PE KT (Zheng et al., 2015). AMTI24 % A
(AMT1;1F1AMT1;2) 7] $ CBL1-CIPK23 K & ¥ 411
#(F2; E2) (Straub et al., 2017). ik,
CBL1-CIPK23 [ A 7F 4k RFR 41K Fa 25 F 4 3ZNH,
FEPEREEH(Zheng et al., 2015). Weng%%
(2020)FF JE % B, ik BE K AR K FE AR 20 NH, "

http:// www.cnki.net
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Mg e, BT HT AR &, T IR FENH, %
K ARG )8 3. b4k, CBL1/9-CIPK23 5 SLAH2 fil
SLAH3 . {E i W Yl 50 53 WANOs 2 5 il IR £h (1) % 12
(#2) (Ho et al., 2009; Léran et al., 2015).

CBL1/9-CIPK23 5 SLAC1 5 SLAC3H H.1F FH (%
2; K2), 2 5ABA (abscisic acid)xf <LK/
W, M5 A FL < Ml (Maierhofer et al., 2014a,
2014b). WfFtF W, H-ATPaseth 5 H1%f M f{] CBL-
CIPKEMET AIEIER (1, #2). FKEH-ATPase*
CBL2-CIPK11if#%(Saito and Uozumi, 2020), T
1 5 H'-ATPase Il % CBL2/3-CIPK3/9/23/26 iff %
(Tang et al., 2012, 2015).

3.2 CBL-CIPKE 813 R B FrYBE

AR, fEABAE 5 1 #% /R H 0 % s ]
T 29 CIPK#EEZ 1k (Sanyal et al., 2016; Zhao et
al.,, 2019). HF-HIHEZERF7 (ethylene respon-

619

sive factor 7)# CIPK158§[2 1k (Song et al., 2005).

R AL J5 MW ERF7 v] Bl 2R WL R FEAE . — 2
BT A& & H GCCE Ik B IF | K% 5%, — 72
ERF7 1] LL¥ AtSin3 fTHDA19 2 [a] 1) FHL s 52 & 4 #E
M) 7% A G ZE DR K B 3 1, DAk — 25 1l o) 25 DR 3 %
(Song et al., 2005). 52 &, CIPK264 3 [1ABI5
PR A 2 1E 1A R 15 X1, WIS € ABIS I 5 2 ABATK
N7 ) B (Lyzenga et al., 2017). KEG (keep on
going)f# ABI5 F1CIPK26 52 %] 26 S £ [ iff 1) B fife, M
M 15 78 ABA I /E Fif (Lyzenga et al., 2017). B4k,
PKS5/CIPK11{# ABISTE Serd2 kb i & A4 £ ¥ iiG, M
T IA S 2 FIE(Zhou et al., 2015). [F I, CIPK26
A PKS5/CIPK11 7] 8 £ [A] — i 42 o & 4% H8 AULAE F
(Zhou et al., 2015). CIPK35ABR1 (ABA-repressor
)VAH BAE A B R Ak, AT I 5 Fh 8 R R
HFABARN 2 ) . (Sanyal et al., 2017; Wang et al.,
2018).

2 M FITCBL-CIPKI{E 5 M4 A Y iia
Table 2 Arabidopsis thaliana CBL-CIPK signal network regulates abiotic stresses

CBL CIPK hrE A FE AL yae SR

CBL4/SOS3 CIPK24/SOS2 SOS1 Jo B T Zhu et al., 1998; Yin et al., 2020

CBL10 CIPK24 NHX7 PRGNS B SR S Hu et al., 2015; Plasencia et al., 2021

CBL10 CIPK8 S0S1 o S £k Yin et al., 2020

CBL2/3 CIPK21 - IR T Sanyal et al., 2016

CBL2/7 CIPK11 H*-ATPase R Y FF pH-F- 17 Saito and Uozumi, 2020

CBL2/3 CIPK3/9/23/26 V-ATPase IR 4 RfpHF 17 Tang et al., 2012, 2015

CBL1 CIPK23 AMT1;1/AMT1;2 i #i#FNH, 74  Straub et al., 2017

- CIPK8 NRT2.1 - EFENOs #2448  Hu et al.,, 2009

CBL1/9 CIPK23 CHL1/NPF6.3 Jo B #EFFNO; #a4  Hoetal., 2009; Chu et al., 2021
SLAH2/SLAH3 Jo B #iFFNO; Fads  Léranetal., 2015

CBL7 - NRT2.4/NRT2.5 - #iFENOs F2ds  Maetal., 2015

CBL1/9 CIPK23 AKT1/HAKS JoT B FRKRTS Lara et al., 2020

CBL4 CIPK6 AKT2 JoT B FRK RS Saito and Uozumi, 2020

CBL2/3 CIPK3/9/23/26 TPK IR FRK TS Tang et al., 2020; Dong et al., 2021

CBL1/9 CIPK26 RBOHF Jo g mNROS{E S Zhang et al., 2014b

CBL1/9 CIPK23 SLAC1/SLAC3 g ] 3 ABASE 5 Maierhofer et al., 2014a, 2014b

CBL5 CIPK11 SLAC1 Joi i N ABAfS 5 Saito et al., 2018

CBL1 CIPK15 ABI1/ABI2 - i B ABAfS 5 Guo et al., 2002

CBL9 CIPK3 ABR1 - I MNABAfES  Sanyal et al., 2017; Wang et al., 2018

CBL2/3 CIPK9/17 PAT10 TR mMABAfZS  Song etal., 2018
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Figure 2 Responses of CBL-CIPK system to nitrate transport, cellular ammonia toxicity, ROS signaling, and ABA signaling in

Arabidopsis thaliana

Blue arrows indicate influx/efflux of ion and compound; black arrows indicate activation; dashed lines indicate Ca®" signaling.

RBOHF: Respiratory burst oxidase homolog factor
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Regulatory Mechanisms of the Plant CBL-CIPK Signaling System
in Response to Abiotic Stress
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Abstract Calcineurin B-like proteins (CBLs) and their CBL-interacting protein kinases (CIPKs) are important regulatory
network in response to abiotic stresses. The CBL-CIPK system senses and decodes Ca2+-signa|s through phosphoryla-
tion to regulate plant response to abiotic stresses. In this review, the basic structures of CBLs and CIPKs, and their
phosphorylation on different substrates, as well as regulatory mechanisms of plants in response to abiotic stresses were
summarized. We also put forward a perspective on the future research directions of CBLs and CIPKs, as well as their
potential applications in genetic improvement of crops for stress tolerance.
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