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Abstract

K+ plays crucial roles in diverse physiological and biochemical processes during plant growth and
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development. Due to irrational use of fertilizer and continuous cultivate, the K+ content of soil de-
creased gradually. Deficiency of K* content has become one of the major factors limiting the growth
and development of plant. Therefore, breeding low K+-resistant varieties has become an important
target of current crop breeding, and the excavation of low K*-resistant genes will lay the foundation
for the variety improvement of low K* resistance. To survive in low K+ environment, plants have
evolved complex and high-efficiency signal transduction pathway, and combined with transcrip-
tional regulatory and post-translational regulation to resist to low K* stress. This paper, combined
the previous research, discussed the molecular mechanism of low K* tolerance from three aspects of
low K* signal transduction pathway, transcriptional regulatory and post-translational regulation to
provide a molecular theoretical basis for genetic improvement of plant low K+ tolerance and a direc-
tion for the study of plant low K* resistance in the future.
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1. 5|18

T REMTEENREGREL —, EHYEKRKE B rEeE  EE A A, %ﬂﬂ%%ﬁﬁﬂiﬁéﬁ’a
AEATIRE, QFRLERFAISE R ORIERE I (A A PERE . (R RIS A (1], T
K, BEERENEY 2R, K H TSI R T IR [2) %ﬁ%‘%%ﬂﬁﬂ‘lﬁﬂH‘Jﬁ}%%‘_%ﬁﬁkﬁffﬁﬁ%@
KA AERKAZIR[3] [4] [5], 10 BEA SRAFES (A B, 2> R P 28 B8 A R R A Ak A 52 3040 |
(6] [7][8], ¢/t g = A0 = B ) P B4 2k

REIE T, BYHE e ENRAE S HRE S B RN, (55 0T DU AL 3 IER o il & T i
W] 2 T JE 20— RS AR AR DO BE R 2Rk, 5 2308 U R SR B R A — Rk, e (R R ) 3 7
FIEE9]. fEXANEFEH, B54%F. BB R RS EEEN. B4R, A MY
IRERBIBIE T, 7 i e ARG 3 R 23 T WLRIAS 21 1 T2 B3, AR SOBRIX T T HOAS PR i e AT i 4
AR B8 F3 7 LA ) — 2 F 9T B JE Al
2. (KBRS HESIER
2.1. Ca"" i BEEEHES

R A8 B Sa B2 AR, S Ca™ I8, MM 3h Ca™' {5 5% FIE (K 1), H1EE 32 IR
JiE I, Ca>™ L2845 I IREF B 2848 CBL (calcineurin B-like protein)n] LA 5452 1% [ I4lF CIPK
(CBL-interacting kinase)tH EL1EF, TR AR AL Ca® 55, WIS MHRAT AR SCIEIA, AT o 2R 44
. ESEMPESEIEE A HAKS TR T8 AKTI 2 AR08 £ (A R s L, Al srh e
P CBL1-CIPK23-HAKS Al CBL1/9-CIPK23-AKT1 1% 5 # 42 nJ LA AR 350 251 1 R i LA i) AT 45 i
1E[10] [11]. fE/KFEHHAA(E CBL1-CIPK23 &4%, f516(5 S¥0d AKTI @i, M e s ek 12].
AN, IEKRBLT CIPK6 Fl CIPK16 A A CBLs J7 S AL AIE 5 £ AKT1 [13]. 41 1@iE
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AKT2 FIEPE AT DL CBL4-CIPK6 {5 5815 [14]. B& T CBL-CIPK & &b [RIfL 3RS 540, &R
CBL fll CIPK Z [AJfFE3E 455 %, CBL10 A LASAI CIPK23 &4 H AR B A5 55 AKT1 —i2
WA FARAS[15]. AL BRI T EMRER A T, IRIT CIPK9 AIEE B EZ R (protein phos-
phatase 2C, PP2C)Z B 4 AP2C1 & A HAE I HL AT AR S P AR AR M, IX SR T PP2C 35 1 Ca™*
PRG54 S, HAARPEIERERE16]. EARRKMEY TR Ca¥ (5 5RE— AN, AL
FHIFEYH RAETE 2 265 5 B RARE, RXME S Rm R B E 240,

2.2. EYIRRESHES

LS VT LA BARATAE 5 16, ZEANRE I 24> S b 2 R AT B - 1 ik = W] DA B 20 1) 2 eV )
W, MJE15S 7 i (reactive oxygen species, ROS) & & [N, 3% HAKS FKik & L IRHAR B
Fom RAAR B[ 17] [18]o BT I I0 R BRA R I 1T LU I 208515 5 3 A7 35 AN AR =6 1 feft - 3 T e 7 EC 81
ia[3].

TEZA SRR SR I, ARE il 2l s A K 1 B R R AR K, ERR TAKRES
AJ M NAR AR A 19] [20] [21] [22]. #HEi2 2 H KUP4 v] LR I 45 4E K & #44 (auxin transporter, PIN1)
(A7 B SRS T B AR AR S T A5 1 R B [23] [24] o I B S0 R A R 7F AKT1 A LUBNARER S 5 5F H 2
KR IE A A RIS AR K B B, AR 45 1R AR K [20]0 ZE R Al W AFFE R B AR A
KERERE TRMILE, HEENE S F@REIERRIM[5].

% SRK2E (SNF 1-relatedprotein kinases 2E)f& ABA 15 52 IR 7, 0T 72 R AT #4185
H KUP6 ALY SRK2E HAE, @i ABA {55 U TH B TR S FVS % 1A 15 LA RS ALFF A1 [25].  Bk4t,
BT H Z F1 ABA T LU SR IS EE T CHX17 3R, (HEAHLHNE ARG HE[26]. XLHLR ] ABA
AT DB ARSI S 5 5 HLUH T A SR 5 R LA A oo

FRFTIR A RN AR A P 8 AT S — Fh Z, 0 90 R e AR a8 o B KRR AN 22 vh SR TR
A B GG =F B 0] DL B B Tk = (115 S R 8, IF BRI B B T AR R 1 [27], X HEER T
AR S5 TG 55 RKFRE 5T LR #1288 OsCHX14 3R, NI e 2
HR B T FaAs[28].

YR 235 TGO G 54 SRR, QAR LA S 2. KA ABA F3EH
ORI, AKREENRD . BIEERE AN R, BT XM ERES, RER, MAsR
F UL S KRR AH 53 TR PR % S AP AR A A 3 T J5 3 R AR 5 AR A5 ] XIS 7R TR 2 MR
Z5ME 528 1), ERZHE T FBE R AR

2.3. microRNA &2

microRNA 7EM YR B T W SR T & 77 K EZAEH . H AT microRNA 7£ N, P,
S Al Cu & FRk Z SLBG i 5T SR, FEAR G Z S2 5 h it 7T A0 . /KFE OsmiR399 AT LU 5 2
FhE FEICR IR R B R G, I RIE OsmiR399 fHHEMIMAN S Mg RSB LT, MmaE FE=
A LA S OsmiR399 [ IA FH-4Mi H FH#EFR N LTNI/OsPHO2, BiJG L IHEIEia B A OsHAK2S5 [)3%
35 DA SR AR 0 [29] . 7E 7 5t HF OB 4 microRNA HEAT I R BAFAE 7 22 52 R IE A microRNA i 5
BB, FFHARH T microRNA156 S#EELE SPL3 2 8] ] GEA7(E i 4% 55 KRR KAF[30]. miR168a
I8 — AN I E I ST Y microRNA, miR168a 3314 7 AL AR 7E AR B Ab B Ji5 AR 6 5 4R i AR 5 25 184
[31]. P, microRNA 2 0] DLW RARERE S, FH415 S0 LR e IR IR, 5 VR 19 T (A G 2k [
HIRIEE 1),
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2.4.ROS BRRES

MFED ARG P PR A KBRS TR, ERMENEENES S F. AMRER, ROS AN
N2 HAME 56T, MR85 S5 51 IR 1 [13] [32]. FEBL R IF R IR Bhaa t 75 AR & ROS
&R, JfH ROS 5 LU HAKS 22 NARS WA 17]. EFAMH A TSR, 7RI
B A B AR U B A R AR R Hh ROS VR 2 038 T, (HBARIINLHDEANTE 2E[5]. BbAk, (K8
S T2 ROS ML & B LT, RCI3 (type III peroxidase) 2 i S AL W 5 (R 01, (R4 Ak
HoWINE S E, HilREMSHIN ROS & &M HAKS FRIE[33]. FFEHL, 5 ROS F=AH KA LT
NADPH (nicotinamide adenine dinucleotide phosphate) th 2> #(RHH 155, 43 NADPH FRiAmy 23 R i — L&
Wi AR B P (R B IR, 9 HAKS Y KEAS [34]. HHUERT LRI, ROS (A8 A i BB 25 -1~ = (1) 55 22
I, RCI3 1 NADPH 7] g2 ROS Wi RAICHR(E IR I HE R L, JF IS5 HAKS %,
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Figure 1. Low K" signal transduction pathways in plants
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3. BFKEAD

FEATH N BRI S I, RAREEW B T SO L 12 RGERHEAT I, XS4 & IR i is
L DR] 7 S22 T S A 2 1 R 2 R LR [ 7). E 2 A R B R IR a2 & — i T
B AR IR S OKT LA 2). FERRE T R BRI 51 OsHAKT M OsHAKS [R%%5 B, Han 1 AR
PR HIRACRE 1[6] [35]. EA T AHL SiHAK FEARAR AL BE A RIA 1G98 17 12 1%, IF BRI =g
PRSI RE F1(36] FERNRI ST KB HAKS WIS 3] 7 BTk Z 195 310 LR 1, IF HARAEN &
TS EE R T[37] BEETKRPHRILT ZmHAK FEARBIALEE R RIEKFE LT T (4]0 1 IX 252 K4y
755 1R 28 AL (K e S R A AR A R AU i IR S, (B LR TR L AT B R B R B 1. Ay
TE— Lo G IE B 1 SR/ HEANZ AR A%, B0 KUP7 BIRIE BEARER A3 5 J - R KA %, KUPT
I FRIERRAEARAR T ok BoR HURAFE 7], XEER T KUPT ] fE 232 3 1 BT BUR 5 /KT 10
T,

LN ST TR 5 SR B T S AT IRATCARG AR I 2 S (R4 DR, R i S AL P A 0 e S e 5 Do 2 v
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PrEcE AR . FA LI B T AR AT U R I O S R R sg i, A AT BT HAKS 1)
KPR B R, (HEARNLEIFHFATE RE[17]. J5 SR A5 7] LA T M3 sk K+ RAP2.11
AILAGE & HAKS (R BT, W75 L oK P (18] AE i HH i i X IR Bl 3 1 J 1) s Lk AT 23 B . R B
T 19 A I e DR - SR B DB [ 5] AE BT ORI 7S B AR R T LR S AE R BS k=T, S5 R F- ZFP5S
(zinc finger protein 5)JHid W% 2015 F &2 ¥ EIN2 (ethyleneinsensitive 2) 145 5%, MIMIEK AR BRI
EMRUSCE Z A B 1 [3].

PeAak, — AR ()5 S DR Pt mT LAY HAKS BI%E55% . FHI0F 70 R DU RS FF7E 80 55 1 78 e 1
A KR AHREL KT ARF2 (auxinresponse factor 2)5 HAKS )G 2F 45 G 3RIE, /AR T ARF2
BeBERRALMR IR T X HAKS (AMHIER, MRS INAH 85 5 R SORR R A [38]. BR T ARF2 24k, Kk
L7 % 5¢ X7 DDF2 (dwarf and delayed flowering 2). JLO (jagged lateral organs). TFII A (transcription in-
itiation factor II_A gamma chain)fl1 bHLH121 (basic helix-loop-helix 121)#) 7] PAZEARER 38 8% HAKS 11
JEENF-, MTIIRTSSE 2 BB RS, SRR I IC AR M S5R39 ], IX St R R RAEARER T, 38 e s fn it 4%
1BHEH HAKS W3 AMAT AR B 8 1 AW ISR o] LI 5 AR B G, AT 2 i IR AR

Uk, — S AR AR IS B 1 S B A AR e SR 32 e s AL 7171 . #UL RS 7T NRT1.5/NPF7.3 4H
12 B A B S BRSO Y TR0 A1 (40, A BTFERIL mybS9 A npf7.3 FEAZ PRI ARLL ) 5t
RIS, I HAEM T # 3 [KF MYBS59 (v-myb avian myeloblastosis viral oncogene homolog 59)M M1k
BT, AT LLE$RS NRT1.5/NPFT.3 830145 & R L FoKOr LR ARSI aa [41]. /243 1A, ¥
SEIKF SINAC4S (nascent polypeptide-associated complex 45)tH R] LA NARER pit Al ABA K55S, AR
BNy AKT R HAKL 3Rk, I HAEANF BR8N SINACAS e 1 IR BAT AN [F] AR A AR B
1B B AT HLHEATE R [42]
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Figure 2. Low K'-responsive transcriptional regulatory regulation in plants
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BRGy, HEAEYTTULE Ca¥ (55 FRERRIRFIARSCE (1, SR MR I . A S8 78TO O R4
Mo AIE T CIPK23.CIPK6 Al CIPK 16 Al CBL1/2/3/9 &4 HAE, X CBL-CIPK & & #1¥)0] DLk AKTI1
(351, R CBL1-CIPK23 A W%F AKT1 (G PEEOR S5 1310 $0LRE I+ A /KRS A8k BILAE A 440 o 3 et
CBLI1-CIPK23 7] LABSERAY AKT1, (2208 B 1 R e Be /o FIZ i 1 AR B e R 11] [12]. 7E9
B 7+t CBL1-CIPK23 M A AR 1k HAKS, B0% HAKS 224538 5 £ (948 85 1-[10]. CBL & 7 7] LLFI CIPK
S5 WL AKTL #F, 383 T CBL10 5 CIPK23 KA T 3 44EH, CBL10 7] LLE#:F1 AKT1 (1 HAE
TR ARAS[15].

AL, 2 S0 R B I PP2C AT LS CBL A CTPK ELAE 3L [A] 22 iR AT A S &R H . AtAIPI
#& PP2C R — 01, Wt R Bl ATP1 A2 M2k AKT1 5 CBL1-CIPK23 FIBEER L AKT1 KAIRIEEH,
HEMHMH] AKT1 /-SR0S FIRISOETE[13]. AtPP2CA & A # PP2C, H'5 CIPK6 HAEHM#| CIPK6 Xf
AKTI1 PBERE AL, MITHIH] AKT1 WiE i, SR [EIN X AFAE— 28558 i) CBLs 7] LAY PP2CA KAV BAE
F 5 AR R [43]. 7T LUR I PP2C AR 2 d it 5 CIPK AR 4+E F, i FUl T AKT1 13 E
AtPP2CA & A] LR S0 B 55 i AKT2, H ARG AKT2 #PiHyEE[44]. Bl e K
P PP2C KM AP2C1 AT LA A CIPKO, JF HAEMKHR F LM TF ap2cl SRR 2 1 & AR
KA T ciph9 JE TR, XEY] T EMRAPHE T AP2CT 784 5757, CIPK9 784 1E 577, —iabh
VUL R I (A B T SRR AR A, (H R A AL RIS [ 16]. fEFEAH PP2C 5 CBL Al CIPK Z [A]
AR AR R R, FEE MR 78 e FIliE, XA T 544 R0 1A 7T 9 46 25 e AR

WG AR, A — G A B O R A B RS A A o AE AL B T R gAY Raf B MAPKK B ¥ AtILK1
(integrin-linkedkinase 1)F145 i & H AtCML9 (calmodulin-like protein)4s &5 HAKS HAE, (i HAKS 7E)%
JEE AR R, AT 4ERFHT B AR A8 [45]. ABA 155 FHOCH G SRK2E 9 nT DABE R b KUP6 115 81 5 1
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Figure 3. Low K'-responsive post-translational regulation in plants
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AR FLIFII[25]. [FIFEL, FEREAOCE H ¥ AtSnRK2.6 (SNF1-related protein kinase 2.6)t 7] LLRA R
A KATT M 5 ALFF AT B [46] o LE 2 Al A AR — 2852 A B (LR R-RLK) ZEA A 1 J5 1R 4% 5%
K RAREFEWAR N, R T XSRS S S T A IR AR DG — B e R R[5 ], KRR —A
SZAKFEEEE RUPO (receptor-like kinase) 5 474412 5 1 OsHAK1/19/20 FLAE, 4 FL v P 8F G B0 25 1o AR
K, WA SO E A KM FRs47].

Ak, — 45 B TR M R (B CPKs (calcium-dependent protein kinases), nJ LLZ54& Ca** If HEA
WEEE, e T R (b B I AT R T AR A LA RS FLIRAS . AtCPK11 Al AtCPK24 #5174k
MR TIEIE ASPIK EWWUHE 7, M iETek &£ K[48]. fEMFTTH CPKI13 H 7] LLBERZ 1L
KAT1/2 2 SFLIFL[49], CPK3/4/5/11/29 AT LARAER (b V08 25718 TPK1 [46]. 7E AR JTCRE B BE2
E’@EPH&MET CPK33 #5i% | shaker J81& GORK {3, F FHLEZMT T Ca” @it (< FLHFHI[50].

B S I I T AR RN S AP — Ll AR T . AtKC1 A2 shaker £ 25710 18 1) W7 25 5 H. R
ReBilkz %%L@LE’J{E P, BRI AEMERS1]. ERFEIFH I AKKCl 5 AtAKT1 A8 BAE R &
AtAKTI-AtKC1 SRARIEE, HAMRA T 70T AKTD W B 1 & PE A s A e A K [52]. AtKC1
AT LY AtCIPK23 Hh[F T AtAKT1 A3 PRER MU N[ 53] 812 FiliE KAT1 Al KC1 ik r] LU 5
JEAHCIE SR ) VAMP721 AHEAEF, 7RSI R 80 3 7 e AR i AR [ 540 bk, SR T 915 il
i SLAC1 1 SLAH3 35 0] Lhidid 5 (1 B AR BB B B 1@ 38 KATL, A <AL 55].

5. RE

T ARAE DR AT FU0t R, PRI AR 7 T WL RORIT U INR . e ARl . e ]
FELADANIE PR E A AR O S P Sl 1 AT TR A ATR AR 7T, B9 B8 O TR IR i A (4t 1 S 2 g 2
Wk . HRRNBAAE LR, 1) [RG5S SRNG5S N, BAAE S HhaA
RITBER AR A TIN5 5% R RFNN, BlIngIR s REMRER . 5355, microRNA S{KH
IEAHR IR SR B, I e B AR B TN B 2) HAKS FE S Tl 2 H RTRT 7T
B, (A2 HAL B 7 Fia B A AR AR I a T e sk & Bl i, B0 OsHAK . ZmHAK1
AN SiHAKT 2%, XL PR3 KT LRI R AR T HLRDE R R KN A R R e s JE B TR 7T H i
AR, B0 mRNA BIARBIEIN T ZadE. FUETERL K mRNA BEARSE, X5 HAE AR K AT AT IR
AT 3) MR 7 3 24 A AR JUL R 7+ AR RS IR AR A ) b, T At i R HEAT 55 AT e (19
T ST, AR DG 2E PR K D RERTE 7T 170 32 FR

B
AT S 1 5% S 9 951 H (2019 Y FD100030) A1 5% 1 487423 4 3 F (31801847)JE [ B )
& 5Tk

EHMTTIRBFIL S XK
B, AARAEE # b  H F = A
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