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Abstract

Root exudates play an important role in soil carbon balance, acting as an important medium for material and
energy exchange and information transfer between plant roots and soil, and also the crucial forms for plant
response to environmental changes. Frequent extreme drought events accompanied with global climate change
have imposed a profound impact on both above- and below-ground plant growth processes. However, significant
limitation exists in understanding the responses of root exudates and their mediated rhizosphere priming effect to
drought due to the complexity of root-soil interface interactions and the limitation in devices and methods for
collecting root exudates. This paper reviews the effects of drought on the quantity and quality of plant root
exudates, with emphasis on the rhizosphere priming effect mediated by root exudates under drought stress. The
future research focuses on root exudates was also discussed. This study will provide suggestion for soil carbon
sink assessment under the future climate change.
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RBRAES KRG SR R- LIRS
WK L) B AR, L PR 2R 20 WA R AR B X 38 )
(1% B T2 52 M K] 2 (TR AR BRT R, 1999) 0 AR FR 531k
YRR e A K AR T, @R B e S )
HRBR X ORI 5 KA &, Horh— K2 W%
U=y, GRS A ERBANANIRESE, f—
RRRPACE =), CFEFRDIIE . By AT 55 (R
MRIHZE, 2014; Gargallo-Garriga et al., 2018). HRERYT
FUR A I A AR n) AR B R TBOR & 1 D & 1 FH [
Tk, X LERE 1) A ML & P 8% R N AR BR Ui AR )
(Preece & Pefiuelas, 2016; Liu et al., 2019). & R 734
YIHERRBR MRS RA G S D)RE 7 A B 2 0 H 2
Ve RS b, AR WYIER R PR S 1158
VYRGS BB I RIS, 35 2 M AS [F) AR K

B E IR iR, (RHHE YA K AR B (Mommer et al.,

2016; Canarini et al., 2019; Zhao et al., 2021); {EX}
TAF IR R WA 7, HAEEER CHAF,
filn: A PR G B T Y € Mk Ay
FEV# (Allard-Massicotte et al., 2016), M4k &4
ik 5 W T AR A 1 T B e Y R 1 (B AR R
RUESE, 2021). JbAh, MR FR WY I FRR E i 75
TR A R B-1,4-N- £, T 61 bl SR 7 Il 3 4w DA ()

1 AR W S A S AR bR SO OB R B W

IR EB AR E R, RS RGP HEY)
1457 43 IR (1 ZH L] (Pan et al., 2016); HESEA
AR AR PR Y B R, AT
R BRAEE D0 (1) 73 fe s P RO M A v P, i a5
BB (SOM) H J& e s 22, DT 5 Wi AR s - 33 Bk 6 B4
TFE(E 1) (Kuzyakov, 2010; Drake et al., 2011;
Phillips et al., 2011),

R 2RI B AN 2H 2 B A A A K8
(A8 Ak T AR (SR AN S5, 2007), 417K 5> £ 14 (Preece
& Pefiuelas, 2016; Preece et al., 2021). #i./Z (Xu et al.,
2015; HER, 2020; RRAE, 2021). IR
(Lu et al., 2018b; Sun et al., 2021; Jiang et al., 2022)
RS COME (Jia et al., 2014; 25 H %%, 2022)%% .
KER TR, MR WY RO R i PR 55
380 B — A B 4% AL ) (Williams & de Vries,
2020). [AIS, HRZR ST LASR ke A B YA I 2L
R, RS Y 5 AR VR L IR AR ELAE ., AT
SR A PRI B T SR AR 52 (Chai & Schachtman,
2022), M4 5 W) AE 1058 R IS B RE ) N AEAE T
(Phillips et al., 2011; Karlowsky et al., 2018),

SRR 5N, A BRVE R /K UG &
AT RIEA AR, M U A AR B AR R

Fig. 1 Response of root exudates and their mediated rhizosphere priming effect to drought.

www.plant-ecology.com



i 25 TR T AR AR LA T AARPRECR RN STk e 819

JE 5 2 n(Su et al., 2018), XHEMAK . FE0 UK
N FIEBRAFIA AL T R B S0 (Pretzsch et al., 2020;
Zeng et al., 2023) . I 5 R AATH S OUH A2 R AE
YT BB R T R T ORE AT, HEAE
IRRFERE EZAML TR E5 T R a5 s S (E1) (de
Vries et al., 2019). 5L [, R RZEDK B FEH
K, WA WIENEY- - BEAEH
) B AR, R A TS S VR e A o B
S2WH (Hartmann et al., 2018; Williams & de Vries,
2020) Hik, 3K I3 BRSO AR Bk 40,
FLFEAR A B DA SR R - W S iR i it A, 40761
MR BRUTAR B 73, B 244 2 ol b A2 25 R 0 1) - 438
P (B %%, 2020; Wang et al., 2021a,
2021b). FATM, 5% TR R f A F % R 2% i
FILB B =, FRE] 7RO T 554 T 3 E
5 2 B P 4d (Sulman et al,, 2014; Guenet et al.,
2018). KIHLLK, Sl TRPRIMAS RGN E A1,
DA AR R - IR F B S e B A e S R R,
AR AR sk 72 G e ey 2 S BB 6k = R G 1)
PNF1(Oburger & Jones, 2018; F1EZHZE 2018), T
I, Al R E NI T TR TR A
I3 UMW) B oA 3 AR bR UK RN (RPE) I BIE 5T, 7
ARG L5 AR b, ST R ia MR R 5
VI AR, PR A OB T A AR BIAR,
NG TGRSR 5 TS KRG M 21
TR S RIS

1 FEMNEMRR TR

11 RESWYEE

St AE R & 1Bk, 2930%4% 7 o 2=t~ T
T 775 SREL % 3 % (Pausch & Kuzyakov, 2018).
TR R AN, AT DL SRR R W AR
Wi N2 7K 775 R B PR I g, AT o R0 P s o A2 A
AT P ARG (Karlowsky et al., 2018). EAR
H AT O — it AR 7+ xR R il v 8w i1
SR, HZ5 M AAAE— )43 (3 1), Sanaullah%
(2012)7E A0 R T R AR LI h A B, T75%
PETIR R WA . AR, gL
S OKE R D, ER R W N
(Brimecombe et al., 1999; Henry et al., 2007; Canarini
et al., 2016), HHEYImITHLZE SRR WM
IR B PR (Brunn et al., 2022). A FER,

TR R PR T AR ZR 20 W 4 N 28 A e
(K1) (Staszel et al., 2022; Jiang et al., 2023); T 7EX}
KE.(Glycine max)FEKH 7724 (Pinus sylvestris) i iy
TR 55 HR A0 R T 5 e AR FAR 2R AP N\
B it BT, % B2 (Canarini et al., 2016; Preece et al.,
2021). BEAk, ARZR 7MUY i N Bt 2 B T 5
FE 3%, PreecefPefiuelas (2016)FIHF 7745 R F5 H,
TEHR T 556 TR R W S s34, B i
TR EM TR R WY S = 1B B A A e k.
HH UG AT L, FE AR 2 55 W ) B o0 1 5 3 1) v
NI AEFE B R A E M, % F5 TR ) V2 iR A )
WE 7%
12 RES DA

TEREE T 2R E T, YA SR R 5
HINEE, EWRESURIR R WA Sy, B R
T A= WDV 1 5 R AR % M0 AP S 1 (Tan et al.,
2021), 3 77 52 e 35 A ALK 70 fif i ZE A0 5% D A
(K1) (Phillips et al., 2011; Karlowsky et al., 2018; de
Vries et al., 2019). A 78 KK 53 BR il 22 1564
MR 22 53 W) v FE 26 Ab A Wik T F i (Calvo et al.,
2017, 2019; Cesari et al., 2019), {EAFYIF T AE
(R A B AR SRR (W ) AR SRS IR RS
FECA R R BUREYIAR 2 73 WA 2H 53 X6 5Bl A 1 v
NEARFERTT MAFAEZE R N, 76 A E
RIEMW R WM BB AFKRI: W HZE
(Helianthus annuus) i} 5 BE 8 B 2 IRE S A
(NI v A B R E /)T S i a1 B G
(Canarini et al., 2016); /% 4H 4% (Pennisetum
glaucum) YR APy 25 AN 288 5 Rk B2 38, A B
T S A R 3E N 3 K 43 1938 K (Ghatak et
al., 2022). XtFARAMED), JiangE (2023 )i 72 K L H
2% ] PHE RS S5 o £ W s 5 AR R WA v
AT I R 1) il T R 7 T3] BRI 1730.8%A135.0%,
A MLER ) 73 i 4g = . Gargallo-Garriga®(2018)
WEFRR I, TR 4 H¥R(Quercus ilex)iR & 7>
W BB AR FLER . IR . B TS BR A
2 E ) LR, T K A R RS A W) 3 A )
AU R A ZR « R AT Hh 2 R AN 4 2 R 55 )
o T EARYLEN N I, Ulrich%§(2022)11)
W IR, #2555 (Bouteloua gracilis)tR &7
WY EERE . SRR AR, BRI E DR
AR FEAE T 5 F Fhm, hRER . 3-524E T
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F1 TEMNRAR S W T
Table1l Effects of drought on root exudates

ink: N =S 7/ S e Yt Ui e TR () T FHI A R AR oW SR
Study site Study type Study object Drought/control (recovery) Drought G Reference
duration Variation range of
root exudation rate

PEMWIT S AT Schima superba T 0% B W /1 5 B R 10a -0.2714 Jiang et al.,
él;;fli:ng, Field experiment b Castanopsis carlesii 70% lower rainfall/normal rainfall 0217 2023

Tifi# Castanopsis sclerophylla -0.1424

B Lithocarpus glaber -0.034=
| LIRS W7k X Fagussylvatica /b 70% 1) 4 RN/ 1E & P4 W 5a 0.071= Brunn et al.,
Germany Field experiment KM Z 4 Picea abies 70% lower rainfall/normal rainfall 0.3081 2022
W= TR S ToREfERE Quercus petraea 25% SWC/55% SWC 31d -0.6654 Staszel et al.,
Poland Pot experiment 2022
% HARSE %224 # Bouteloua gracilis  50% WHC, 25% WHC/100% 30d 0.506, 50%WHC=  Ulrichetal.,
America Pot experiment WHC 3.007, 25%WHCT 2022
[ RS Kk 75424 Pinus sylvestris 10% SWC/20% SWC 14-174 0.375= Preece et al.,
Spain Pot experiment K Quercusilex 14-17 weeks 00911 2021
pE| FARE 2%EH Holcuslanatus 20% WHC/60% WHC 14d 0.7837 de Vries et al,

itai i 2019

Britain Pot experiment Rk Rumex acetosa 0.141=
[ AR % Bz V&1¢E Arachis hypogaea Hoagland solution (-0.28 MPa)/ 7 d 02707 Cesari et al.,
Argentina  Culture dish (SEMIAG6144) Hoagland solution (-0.07 MPa) 2019

Y164 Arachis hypogaea 0.250T

(AZ39)
VUYL T FR ST A HR Quercusilex 0.3%-22.6% SWC/20%24.7%  21d 0.2137 Preece et al.,
Spain Pot experiment SwcC 2018
1] RS K% Hordeumvulgare T2 33% 14 B8 R/ 1E 8 P 91d -0.251= Calvo et al.,
Germany Pot experiment (cv. Golden Promise) 33% lower rainfall/normal rainfall 2017

K% Hordeumwulgare _0.164=

(cv. Bambina)
LA ARSI il H3% Helianthus annuus 40% WHC/65% WHC 14d 22077 Canarini et al.,
Australia Pot experiment K Glycine max 0.495= 2016
JIEYN AR it Populustremuloides T 90% 17K B/ K 2 42d 0.930= Karst et al.,
Canada Pot experiment 90% less water/optimum water 2017
eS| AR VKL Agropyron cristatum P 75% K B K& 35d 0.6807 Henry et al.,
America Pot experiment 75% less water/optimum water 2007

HRAR W A A= (T AT AR AR 2R 730 i o) B PR A2 A B AR 2R 7 A T 0 )/ 0 R B S AR B R AR AR 0 e . SWC, 37k i

WHC, HRFKE; T, F;, B, = LREEL,

Variation range of root exudation rate = (root exudation rate under drought — root exudation rate under control or recovery) / root exudation rate under control or
recovery. SWC, soil water content; WHC, water holding capacity; 71, increase; ¥, decrease; =, no significant change.

BR T PR A 2SR S AR U Ik B BRI UK
(Agropyron cristatum) U R B H A HLER 1] 53 W43 20
PR R ERER . SR AR, BRI
2% (Henry et al., 2007), PAWE SR T 2559 H
R 4 B B R A P I B 5 BE /1 (Gagné-Bourque et al.,
2016; Henry et al., 2019). Bt4b, 7ESZIIRE R W)
Moy B BB, BRI R A AN, TR
o HER K E . AR, AN BT 52 B e
SR R oy R RN R =, g5 14T
F1E 1 . Gargallo-Garriga%%(2018) & BBt & T 57
FREEER IR, MR R 2 K AEA T E) 324k, A
ALK 6 A JE R 2 4 W AR 4L JC v 2 B BT
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[ IEH AKF ABF R AR, BEE T2 0], 1R
UMY 5y LI N A (RS, 2022), AR
FROT AN RS S B AN [ 5 PR AL B (1 A B,
1, HAKT S, 76X KPR B R0 T AR
WML A EE R O M. 3-ERNEM -+
&, MEEETREA4 TS T2
B WUEE AN H 58 B 4% (Ulrich et al., 2022). RECH
B 703 WA AE YD AR 51 73 Wb W 40 4 5 ks 52 3] B 1 52
Wi, ES AN B 4143 B FE R AN SR N, LA AR
s R DA % A A A S T e 1 R 42 i AN T A
R 2R 73 WA AH. 3 (1) 28 AN G 4] 52 21| W i 1 B JE TR 38t
& 1) AR B ) 75 B &2 00
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1.3 FEMNREFDIEZMEEIZEER

TR F 5 W EE AN 2 R 52— R B
SRMAEAED R R TR S K E . TSR
AP R (IR R R TE SRR S5 ) U 4%
(Williams & de Vries, 2020). MAEAEPIHR KA, &
S, MRZR 7 Wes T 5L BaE i e 8 7 1) o] Be R S T
S oA P i B AR AT R AR R . BARRIUATE R
B R RAAE R, YR IR H 4 RN AR X
B2, RIREY ) TR B o o 25 B SRl 3R I D g
1% B (Hagedom et al., 2016; Staszel et al., 2022).
TR R W IR B TR R AE TR ) s rh
), HORFrA LIk, R WMYIEER
34 1 (Vranova et al., 2013; Brunn et al., 2022). [ /£
FET BTN, BT AT R I IR 1B 5
ANk, BARFRION R | e R AR, 3 30R
RO I EEKE 2 B (Wen et al., 2019; Wang et al.,
2021a, 2021b). ik, WFFEERM, LIRFE5 1A Bk
O T AR IR 22 70 W) 32 1 52 R W ) OGS F R A
(Preece et al., 2021), 22, MR RPN S =
b AT D HE WA A Bt 438 AR Y )8 IR K
(Canarini et al., 2019). FARTIE, N7 i & 7EPuE
ARKIARIE IR R, YRR ST B SRR
G AR, DA PR 1 R IR A A 1 e 8
HME(Zhao et al., 2021), B¢ i B = AR 5700
BB IRE N IR, TR & L
BT A (), B A R R AR KIS
(Schmidt et al., 2016; de Vries et al., 2019). X LEHF 57
AR 2R 7 W o] DA A AN 338 il A e 4
55 8RR, (HTE B L 5 R 1 (R4 AL
W ARG B 78 53 SKAIE .

MWEMHR R RE, T 50 R 5 W5 ARG
I B B2 MEZE R, AR HET REK
B IIEMA R 22 5, AT REXT T 5 e i S %
WS AN (Preece et al., 2021). U1RTSCHTR, YuFh &
LA 7 S5 B AR 2R A RN 2 43 AR Ak Y B
SR 2R, (HAS A S AL e B 5 9 AE AL I AT
REAFEZ . [EIIN, MYRIPTRRE 1L 32 B & 5H)H
BN S AU G A BN NG SR S DO
OB, T BT R OR ST 2 018 A AR D A
J%(Ouédraogo et al., 2013). Lbhn, 755 A B
AR Rl 2 S G AL, BRI E 1 I A
WP R 2, B 2% 5 BUR R 7 P IR B N 2 = kb,

ot K E B3 (Henry et al., 2019), #Ei Y
TR L SFmE . WilliamsFlde Vries (2020)#2 H 7 —Fif
R, N REP R S A K SR BE s S i T 5 5%
PN &R Ao, B R, PO AR K
W 5 R B A BE L, SRR PR I R AR R
IR N AR 51 A 25 AR, (R TR A
IR, BB A RR D)6 .
T Jiang 55(2023) I i 4 R BH, fEMIm T2~ &
K T 25 v PRI AR A R 0l ol 2 L A K Tl e AR 1)
WA T A 5R A, R UESE T ER R .

HH T 0] 7K 43 B | AR BBUBR VAN ], &R )
R 22 3 WA AR R T AR R AIE 6T 7K 4 R 1) F o 172 ]
2R, KPR ARSI HT S B 56
R R (BT, 2021). LA R KRG =42
(Picea abies) 1] fig L ER 1 & 1 BRI 7K 7 %] (Fagus
sylvatica) 5 % 32 2| 7K 73 PR ] (Brunn et al., 2022),
NIRAR R BRI PURE FE R, T RAR Rl 2 )
RZ LIEWSOK 4, 3E T2 R T 5 3 BUR R 7K
H#K(Johnson et al., 2018). SILIAES, FE T 5K
T, A A8 ek AR 2R AR ) R R U AR R R R SR
HU S, ki PR AR R i ) 8 7 (1) (de
Vries et al., 2016). PFIHAR 270 W IH 2808 5 5 LUAR
Ko FER TR 2 23 IEAH 9GO £ (de Vries et al., 2019;
Staszel et al., 2022; Jiang et al., 2023). {H/&, LA
FNNERHI AR Bm 4R 23 % FE T LA
5 HIETCHLE AR BETH =i (de Vries et al., 2016). %%
AT, MR R WA T 5 3 P e B 57 B A A -
TR B AR I R g 2 AR R AR A R 2R ) R Ak
W, BRI IR ES =, R TR
TR o

2 FRTRANBNN SHRFHE L

21 FETREASIPHMELIEFNKRIBHRNE
Z1EH

LI R BRI AR RN IR o
AT [ B 55 (Callesen et al., 2003). 43K
N B R B R AR R I, 2 20 SOM 3 fiff i
RTI GBI BIOR BN (Kuzyakov et al., 2000),
Hr R BRiE 31 & SOM 73 fif 57 43 B 8 () B B 7 o
— R, Y IR ERAR 4K 2 BRI T
FRBr(Yin et al., 2014; Finzi et al., 2015), [AF, RFx
TE B R TEURI R 28 70 WA M) e A% 12 v AR s 2 0 )i
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YT R FYE, B RO AR S5 0 S L 2 A,
11 5B EHD I SOM 1) 4 fif it #2 (Kuzyakov, 2010).
MR ZR 58 N FIAH G (AR Bk 2B 423 0 BT 51 e - 3 AL
Tk 5 B 23 il B0 B0 5 D00 A PR D < MR o U R R R
(Cheng et al., 2014). #iff 7i& B HHRPES| i2SOM 73+ fi#
TR B K2 R1380%, Ak AT FEK50% (Huo et al.,
2017). RPEIR/INFIT] 17152 2R 5 70 WbV E s F1 24
Ir WAEYIENE. TIEFR R LK A SR R R R R
(Murphy et al., 2017; FHEZELE 2018), RERT+
ETNWRA» WY K H AN T MWRPEM LA D
(Gargallo-Garriga et al., 2018; Karlowsky et al., 2018;
de Vries et al., 2019), R R/ IYIHIECEFZH 5 K
HARBRE MR A IE 9232 BT SR 2 m, (=
A& H AT R T LK 0 R R 0 i N e HAr &
[FIRPEAH S 9 i R TR B — BRI &5 18, 1R & 40
W) B AR A 25 R AE B 5 AR R A e v A A ELAE
FH AN AR, BEE LK & B R,
RPE 2 55 (Wang et al., 2021b), HIEAHLB S
BIET 2. A RIS 200 RS, Hp
T R R A A B S R (B = T BE S R R TR
HIRAA (Yan et al., 2021). HAHFFRIEH, 1%
KA B R R T 22 38R PE, S T & R 5564,
Y= TR SR R g, ST ERET Lk
A FIRPEFIHE 58 (K1) (Lu et al., 2018a). MR R 7
Y ERE, TR THED TSR R W
TREAINTIR 2, B A AR BE LB B AN
&R WY (Karst et al., 2017). MR R4
SKRE, M THEHEAN R, T8 FRAS WY
HI IR 2, 2 K ERMRPE, — 2 f2E FE
JE Bk 1) 451 2% (Henry et al., 2007; Keiluweit et al.,
2015). ZE AT, MR AR W n7E A 4% - 3R A sh &
HHAEE — NN AT EE A, AR TR SR AR
RO A4 5] KGR FUIRPE, 520 3R 4 PR L
T, AE 2 FL5E BE AT 5 m A7) S8 B A A O IR AN 1 e
(de Vries et al., 2019).
22 FETRED DN S AR

E TR GH, LIEMAEDTEEFER R 0 W)
(1) TR B P AR R s Pt N, A T i R 1
5 7V 17 (Oburger & Jones, 2018; Canarini et al.,
2019). T FRRAN, RIS HAEDRTE
R R AT & R AR, R R W) 3/ 5
RPEMI R AN 2 4T i i — AN E . R4
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T, R B A A A U R A1 ECR T 3 4 R VR X
K G R ] Py e )82, T K B A 7 Rk ST R i
XIAR 2R 53 WA 20 53 B AR Bl AR 0 v 1) Y 2 S
For, SR AR AR U A A 3 i 57 31T 5 00 0 )
(Karlowsky et al., 2018; AMHJEZ%, 2019; Chen et al.,
2022), T 5 51 AR 2 7 WA A SOK 1Rl 42 52
W AR BR A W 2R PRSI (Naylor &
Coleman-Derr, 2018). A1, R R 7P HAEY)
&N — B R . AN, T5
A T AR AT DLk B E 1) S AR Y B V& (Monohon
et al., 2021), TMjiX L84 E M MIRER 40 8 K
EFH TR R WA 2E . R R 43 WA 38 3 52 Ml
AEYE LI R G B AL A P, AL
AP HEYIR R A RE 7, #E 1T SGE T 5 et
T TE AR 20 (Cesari et al., 2019). 1X—HF 7T A
&G T A P AR U AR R, 1R A
A A7 AR B 2 T AR U BRI PR W) (10%-40%)
(Blagodatskaya & Kuzyakov, 2013), MR R4
ORI PR AL T ORE AR BRI, R A
VIR B FE A o AR Bl 0 %) R 7 R ok
3 ESOM, FHNIEMRPE (Zhu et al., 2014). i
IEWIBE R L, B W CEBIIES SRR
W2 225 WA R AIE AR 40 2 35 (McLaughlin et al., 2023),
H P R P A NG B TRt i A R I A
KGRI TIAE Y Py b 9 D) AR (RN 145
PR BT 0K, I 40 A 5¢ 1 SOM ) R 2
(Henry et al., 2007; Canarini et al., 2016; Chari &
Taylor, 2022). 14 HLALA 0 (W HER) IR BN ] LA
FIRE I Y- AN S BRI R, (R
IR, 0 ik U K (Henry et al., 2007;
Keiluweit et al., 2015). Kk, TR &4 THEDR R
G WA A B AN 4y B AR A TT B2 X AR b AR MR v
ZH AN PE P AR 5 ZU RS (Preece et al., 2018), #E1
PARAR R WA S IIRPE, T AR 5 23 WA 2H ik
AR IR AE WA VR A RSOR D AR AR AL G &R
EARE & — WA PR ) TAE.

3 HFRIEE

AW R ARAE TIRR G RN E
— I, RARPRES RGN 5D R R K
HEMEM . B, RTARR WY R T —
B [ AR AR S A 0T U T R B R R4
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FEARAR T 5N 2R AR E RN KL, 4
ST A A0 N S AT 5 1 s R %2 B XU (Zeng
et al., 2023), HoTFHEEXHEYIR R 734 I
P ) s R R SE i AN R B . SR, H AT
T TR FR 7 WA R e BRI FEAR R B D, %
WHas RWAFAERR Z R (R FAT T T 2%
PR R R WA T IRPERE 5 = R4 (1)IA
o RAKIRF MR JLANT5 HIT IR T
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