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A dynamic disequilibrium hypothesis for terrestrial carbon cycle
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Abstract: The dynamic equilibrium of mass and energy movement in ecosystems is an important basis for
the Earth system to nurture and maintain biodiversity. Since the Industrial Revolution, human activities have
caused the carbon exchange between terrestrial ecosystems and the atmosphere to be at dynamic
disequilibrium. This paper examines a dynamic disequilibrium hypothesis for the carbon cycle of terrestrial
ecosystems. The hypothesis suggests that the dynamic disequilibrium is caused by interactions of four basic
properties of internal processes of the terrestrial carbon cycle with five types of external drivers. Based on
these internal properties and external drivers, this paper summarizes the expression phenomena of the
dynamic disequilibrium of terrestrial carbon cycle at different time and space scales, and discusses its
detection methods from the perspective of observations, experiments and models. The dynamic
disequilibrium hypothesis for terrestrial carbon cycle not only helps us understand the complex terrestrial
carbon-cycle phenomenon, but also provides a new theoretical framework for predicting the future terrestrial
carbon sink dynamics.
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Hh IR 1) 5 BR AU S TR S AR A B A AR
HRARAS - 1£2009-20184F 1], Ab A BRRMIARE 5 L1l
FH AR R4 23 301 1) KSR TR T 2991425 1542 i ik,
Horp 293247 g it M A= 75 RGO, 202542 W i
AR RGN, AR REFEIE N T 414912
Wi % (Friedlingstein et al, 2019). H Tk R4
WS T K 2130% N R HETBURI CO,, DRI Ik i 1 1
TCTh B8 A B S A5 AR A 1) — Fh oA 280 . B 2R 1 A
TR ERFAPEPIRES T, BRYREAR R 2 [A]
(FERS R R A FEAR ], (R B A e ) S B T
ME LTI B AR A BN A o PR B I e AN [F] () 5 A e 22 4
o] 5 BB AR AL 9 A A BRERIE I T I E 2 H
FRZ—

2 R BT HhU B G PR 2 N B 3 JE P ERIR A i R
— AN S ) Rl B R T D) REAE R SR 1) A BRAE A
TN R T RERF A ECE REFRE ? IRk, ¥
2 W ST UE 8 2 B 4 BR PR 53 AR Ak 1E A8 0T Fifi b AR 7S &R
GBI DI Re e AR . B, BT TR
FH R TR AR AR BE TR A K & i A7 T W0 B adh Ay
AR 1B LACOL I T B i 3 K SUJZ (Cox et al,
2004; Brando et al, 2019); 4IRS FANE S L E
5 1 XA A7 PR R 58 WL B A0 3 e IR Tk 2
KA JZ(Schuur et al, 2009; Turetsky et al, 2020) . 54
SARARIR 5 RS COLMK FE LT Xt il A= 25 R G
I FAIAFAAE, (H 2 Hofh i) TP AR 3 L+ 48
R R, N, R AR R AR AR
THAER AL 7 AR AR I .3, SRV AR S
T3 FRARKS 4 BR [k BB Y (1) DT Rk 75 19922015 4F [A] H
P T B K AR Ak #4 34 (Tagesson et al, 2020). T4E
KA IR R TR K ¢ EE 28 AT R A b 7 ZRobR el B
BEAR N TR (Walker et al, 2019). A4b, & XK 5
HELZTHHA T (McDowell et al, 2020)tH H 25Xt 4>
BRRG A28 R GBI DI RE A2 1 B R U o SR,
HT R 5T K 2 R i T it b B 4 A 3 A 1) U = R
AR, FBERAVIRER D — WM&k Rl B
T HEZE F DA i B S oA e M7 TR BRI 7 LA,
Wi 2t B 07 B4 1) 30 A5 AE P IR S I 5 HoAh VR 2 AR
] EAH DG ., MEADEEEAE R P 2 LA HL
YT XA A7 A i b A 4 BT RS 38 0 2 Bk iR T
1 Fifi b A= 25 55 48 0 19 5 B B TA] 0 4R 52 0 B 07 24 (1)
A ARV ? DK Bk A 35 3h 2 P i ) o B
AR R A WfAr R 3K e R Sk ks

SRR PR 1) 20 745 FF ) 7 A e ek 22 <A A8 A 1) e ik
Hm &2

FElSE LA b A8, LuofiWeng (2011)F2 Hi 1 Fifi i
AR B AR TR UL 1A A Bl H BRI 34
BN A AR V17 3 45 2 H P AN 6 ST 3R 3l ) A HLAE H
BRI o X PANKT LI IK ) 1 2 Bl AR 2 R SRR
W AP AR S AT R IR B A & . BRIEH AN
P AR RS ER, Y. SR
VIR AR, M AR RS AL, )
FEYATIEAENR ARSI . MitES RS
(1408 I B A% B LG 4 BRI B AR b 5 5 RT3 A
o Ho, ERRIAEIAAL B AW N RS
COREE. SMFARE. FEAKM RN, KA TE
IRV NAR S . TR = B A4 - R/
B HA (B AR AR AR ST Ak . 4505
EHAMMNZESE), HIREL(B a0 RF R AR
KGR LR 2 B ) R o RS2k A (B gk Ak
BB XEE) . AT ARG P I O A it b Bk O A
)P AT A @ T, T SR AR A 1 A Bk B A B DU AN
S S B DG P O 2 PR . TEBAEAAMET, 4
BN IR 50 AR B R R AR A AR AN, [l R PR
BT EhA . Rz, MR R AR E A
AT, RGO T ah & AR . A3
fELuofiWeng (2011)— LA b, 4541 FE K1)
WFCE R, SRR ER T RE MR G IR 1 TR A 3K 5
K2, FF 48 1 B B 06 0 1) 202 P R A A
7 B 2 FRURE (1) 3R 08 B A 7

fi 1 A2 7 R G0 R ) B 0 PR S R AR TR
JEEVER, BRI BEH A CO 5 KA A
PR . EYCEAE R —&6 7 T
H & B AR, 53— 8050 e AR AR T8 e] K<
e RIS, S E AR LA H (B0
AR B 28 (BT R ZET) . HE ARG
73 B AR 3 5 T A0 AR AR BEJR TE, T ARG
o o e — 85 LLCOL I T 2R T[]
KAH, H—Ha AR HIEEYLR . HE8EA LR
TEME A BT 0] L i A7 A LI O HEE R
Kk FH 88 T-4E (Torn et al, 1997; Trumbore, 2009;
Shi et al, 2020). PA_E-HBEHWBRIGEIA R G0 B A U i 2
AHHE (Luo & Weng, 2011):



55 11 1 TR LR A B o MR O B () B2 AR A (B 1407
B, HYROEAER A S RGN 2003; 2017; E1):

3 Sk AR — 1 |- J58 2K S 4T 1 N

migiﬁiimg%i%fﬁﬁﬂﬁﬁﬁﬁﬁj dxm:BUm+AaUKM0 O

YEFTiRE, IR T X 5 R 45 R4 L dt

W Ee IR S SR CO T kR 3, (R fE4  HAPRXO)RERAES REEMNRER/NIAE, Ut)2

BRRE EIXEECOHMm NI TR BB . FE1ER N SA S REEVIH AT 1, BRK

55, W B PR T DU A A B 2 S () AR A
FIAR . 25, . VRPN L35 sl IR ELAL 2
P I 73 B AN TR A7, DT s 15 i b B 708 21
JE MBI Z FE RS, 52, e lER P
TE FR B A6 20 5 20 33X 6 LA AN ) iy B IF ) ) B e
W28 R 48, IRJE AR UORETRURI R

W=, BRVIBULE R (R R R I, AR5 B I Bk 2R R
A4 PE (donor pool), 452 YAUBK R Bk o Bk DN 32 A4S T
(recipient pool) . ik 7E A [Fl i 17 22 2 8] fr) 5 A% i 6 32
A e i, FEREE AR HARSE T
T2, BT A HE A P (BB e ) g R v 40 (D 32
PE)Ee#%, FLAE R T S AN B2 R U ) R /N R 5 T (H
AR PR 4%

SE0U, PRIV S I LB o A AR —
TE— &R . NS R AR, £F
WK BN T A LB ) 43 A v T Y
BAIC T — B 3293l /7 %% 77 #E(Liang et al, 2018).

FEUL B DY SR ASRR R, 55— R AR — A |
BRI, —FHILFERE T RGNy — A HE
WAL Z R R . RE WL, BHZE RS
AR PE BT AS A AR AT T 56 = RURFIEXS #R
JE Fli BRGNS )AL Pl LB 2, IR 2
NIX—RHE, B HOBRIE PR AE A SN S A 3N T
. Rl ERREY R S LA
BT 73 il S5 36 T ~F- 30 SC4F B8 = kU SRe AR B0 94 A 1
(Zhang et al, 2008; Yang et al, 2011; Xu et al, 2016;
Cai et al, 2018). filr, A —FWL R A NTE L EEAHL
JoT B4 4 g i R v i AR R A S AR SR IR, I
T tH— B AR L 1) I YA R (Allison et al
2010; Weintraub & Schimel, 2003; Wieder et al,
2013), KT IX R R SR, B BRIG PR A
— E (7] P A& AT A 7 A B A A 1 B A L
(Fan#i%3%, Wang et al, 2014). #&if, HAT55AH W
N R0 S 50 11 48 S KR i B 1 2R A0 G itk 2 %
HIZN AL .

BT DL BRI DY fUEEACRRAE, Flibh A 38 R G A
Pk R AT LA BL T #0523 R (Luo et al,

G PR SN E ) 0 T R 8 &, KRITAZR 4R
AT 1) 53 fife T 2R 5 ik TR (1) % LR
E) MR E . T RELAT DA IR K 2 HOM 42 21 1 ik
PEIRIL AR, ) an i V& ) A 338 A LK 1 43 i ok 72
(Silver & Miya, 2001; Zhang et al, 2008; Xu et al,
2016; Cai et al, 2018). %7 e K ZEAES R Gk
IR ) LAt (Parton et al, 1987; Lawrence et al,
2020), LU TEEE I Z ) | RGP SR ARRE .

LS, MRS T, HaEE 58
MR BN 2 2R 5 AR L FEE S, FEUHE
RGPV E 2 (Holling, 1959). 7£ A (1)
o, B BRTE IS S A R E A E £ 7, BIbE
Ut) AR AE T 2438 A0 B A HAb AP sh B s L T
Rl BRGNS K ) P4 . REHOBRAE A (1)
i WL F 4 B Odum  (1969)# 1A, wI LLd it % 2= 53
A AT ISR . fEE b, AX(Q)HE T
— R RS T FESMAER R RS
(Rasmussen et al, 2016). fR 4 W E 4, VF 2R
BF R A R 3 P (%) e i B A AR IR O AR B o
FE AN B M AE P05 (0 Pk 2 0 2 rh R 8 7 1m) 1
7848 (Johnson et al, 2004; Matamala et al, 2008;
Yang et al, 2011).

S BRIAIE 0 8l 21 A (0] i A2 25 R G S5
HIReR - AT . FA N AR R G AT RE
REPIRAEARE S N T(KD), fdanh:
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SRR AT 2, B A AR H B A AN S5
T IRIRAT BB, B AR AL T AR T HTIRAS
SRT, PSR A% A IR AR B AR, AR A
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Fig. 1 External forcing, internal processes, and complex phenomena of dynamic disequilibrium hypothesis for
terrestrial carbon cycle. The equation in the figure is cited from Luo et al (2003) and the details of equation can be

found in the text.

DyIRAEF 3284, RIRIIROL &/ i A 255
TP IR TR Bl A BRRURAR R, HhERER I
I AV A A AL, 3 SRR W] TG I
AT B FERIRES . Biltn, TR R R Ho &

A i b B 16 2 £) 4 s A2 e sk 8K (Piao et al, 2020),

R BREAGE A RS A RE B &P EDIRAS IEE R
BRNNEIEFEIRES

9 RIS SR LB, a0 KA
Wi R A% F A% (Running, 2008; Mack et al,
2011; Reichstein et al, 2013; Walker et al, 2019). 7E#E
AR, WRRRI)E R kb
PeF 4 (pulse perturbation), RJ X A4EZS R G FRE
774 B 0 (Donohue et al, 2016). X REAEIR I 5,
KB FA A B SEAE Y A AR E
B K DR Tl (Wallker et al, 2019). W JH4L4%
KW, BEER)VER)LHEESEE LA R A K
A b3 & 2 2 b (Odum, 1969; Yang et al,
2011; Williams et al, 2012; Zhu et al, 2018). #1534
ARG BIPBRTIRPIRES, B4 B i G475
KA T BN, SR, AR N 74k
NI R AR SR E, AT ReAE AR RGILIEK
BRI FTRPIRAS, HET S B BG4 T Bh A
JEF 47 IR 25 (Walker et al, 2019).

R BB B, SRR

COKREZ L ETb. AURAR . PR R EAE A
RUTFEINRE o IX a4 11 A BRI AR Ak R 1 S ]
SR B IR B R W RN (R A R R TP
RS . i, KRACOHKREM A HERBEOLE
YER, AT 0 AR 75 22 48 1) B N = (Franks et al,
2013) . AERIIE AR Ab et ik BRI A A L B2 R — A
FEFE RGN I FEXT PR I5E PR 7 1) L #270 B. (Burke et al,
2003). {HAR, R85 A0 AR Bl M B ARG 21 77 A= V22 )
R, B G0 ok AR RE ) P B A RORN AR ) 2 R
(Hautier et al, 2015). AHX ToRIGH LR, HEADHEE
RS AN A Foft 22 A5 A e K A R B 5 A A P e R 5
5, DRE T BE S B I AL T sh A 3B PR 25 11 R 422
JRR 22— BRI, AE A SO0 T VA 45 A6 o] [ 2
RO A2 45 2R GURRAG A I BRAAIE A 2 TR VR Z

E IS S N R R A T e R
(disturbance regime) 1484t . PLBlAK 5 A2 Fa P B F A
K Y R AR AR AN X3 [ R 2 SR (Hu et al,
2010). HAMBFM— BN, HigR—&
A E VUANERAE, BEREnsER, M EARRE . FRELmt )
AR 5h 76 FE (Donohue et al, 2016). it H:—Fhitzh 5
PETTE, 1n RE R ERCE K R, HBR B PR AR A i X AR
A HAR E HHR% 5 (Vanderwel et al, 2013). 3% L8645 52 1
Lol Ak e vl DLE I 0 30 F AR R A B B A R 2 4 AT
KAk (Weng et al, 2012). B2 , EALIXFPEEAS HER
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oAt B X K R (Grace et al, 2014). ¥
LB 5 IR I A M 22 23 AT RB A P15 8 B AH 45 5
AT DAAE AR 7S R G0 1B it = 2R 70 A (Weng et all,
2012), HIME A8 O R Bh R R T nl S
EB ARG 2 E(Luo & Weng, 2011). il & 2,
FEATE [ HABR ST S 26 T, SR X
IR ENA% R Ab TP ARSI, Bl b B A 2R Ak T Bh 74 °F
7, R it B AT B U] Ak T B S AT A
FHRRESRAMRELN. EERGRE
(ecosystem state)i & FHAELAH R A A1 - 45 AL 4 5t
W, HARA K 2 B A5 AR A R B 3 5]k
(Staver et al, 2011). i, ASTEFHEARAR S F AR
AR BB T BUE S R GRS R A2 A8 K (Houghton
et al, 2012), RAMMNRHIZ RGEW FHILES
AYUIRAAR L (Higgins & Scheiter, 2012). 14k, H
FAVENIRR, KRB SRR BAEH S5
TS RS RG] REREZ A TS Z 18]
2 G 3 5 (Staver & Levin, 2012; Resco de Dios,
2020) o 42745 R GUIR A I 2 oh AR et B 24 1)
VP2 IR, B C AR V&Y o fdAn L
VIR SR S . A ERED A A TR 3 3

PRI B 5 R A, 2 AR 2 RGPS B,

AT U il 2 A9 A 19 AH O i 72 (Franklin et al,
2020).

3 il Hb ik
Fik

R ES RGNS, ARG K
R, RSN E AL T, R AE T AR
IR SRR . PRt R BRI (8 TR
RSEANF R 2 R LRI LR REI R K
AT45 & Bl B AR 2 1) DU i 9 B R IR 5 TSR 5T AL
WG st B4 T REHBRIE A B A T 7L R i 2
INEARIESTE RTINS

FAh ESRGNBBEICRSEER S FT
REE2H A AMELERG . L3 IRN
T RJERRA S R G 1 & 5 IR R e
R R ) A IR AR A BUER . B, R A
COA i REAE IR BRI e IR, (HE L[]
RUNFERE . K, ASRGHEERKFHRI
N A FRFERRIC T B A AR B . AEFHTRE, 4R
Pt X A S R R 2 RN H F R BIL &

ZEREAR SRR . SR, BT RR R TR AN R B ()9
B AN — 20, DRI AS )0 P28 5o A 35 748 1, 1) e o2 55
JEAFEZE . Bltn, B (R B3 B 1] — A A 3 A
FIECE, PRI I /N 1D J B AR T T e TR
SIRE . LI WL BB BRI ] — O LR R
HOE AR, DRI ] S A AR M T A 5 TR P o 7 5t B
B, KIALIK, BNt & 5P E HEE
AN 2= RO R R e AR A A T AR A e T
(Farquhar et al, 1980). ik, T tbIsmfEIrid 2,
NATED 18 F B B A 2R (1 Zh s AR~ i, DARY
IR AT F A o

B, RS RGN RUR B B RE) F AR
fikar = RIS o SR FAR (ke B S
T REE RN R AR, & RS WG TR
— MR T B S5 320 1 ok b e B o I el
Pk s =2 e oo A PR B [ 25 B MAIOR 218504, 43
R AR AT (Yang et al, 2011) 5 /i i
(1% 5 (Matamala et al, 2008). LAR SRS 55 k5
PR, BRI R AR AR 5 5 B AR A Bk RS #8230
BN S, H R A R 1A) 5 Rl A BT BRI BE AL
P£(Du et al, 2018). i, Wy EBrEd %204 2
J11 12003, 2010520184 =k H E=HGRFA, X 4E
BRGAETF )1 T AN I (Bastos et al,
2020). IR — SO RBEIE AR SR TR, SEREREVR
LR BT R RS RG0SR BRI
A (W R (Pires et al, 2018), FHL N T 58 (1 HEHT
J1 5 F1(1sbell et al, 2015). H1 T4 7= Jy 74 &
GG EEAEH (AL, FILRIP A2 FErE
VA BT AR AR TS R GRG0 B IR R B F A 1)
v e 9 5 5

S5 =R, Tl BB A LE A Bk RUBE IR A 38
WAE . TERSCOIKIE BT SARAZHE . BEAKHKE S
TS0 I K AT R R 5 R P 5 A A 1) 3 R 52
W T, B MBI P A BRORBE HBL T 1 2 K Y
AR IR o 514, 201H 20804E AR AR, il i 2 1 (i
Wi &k FE (Zhu et al, 2016)5 4= K g {E (Huang et al,
2018) 2 BT T i (R o 1K LK AR ) 2EFR
BRIk 5] K /& K COK E I Tt (Piao et al, 2020).
LR, 4xBREGH BRI AR 7 5 20 tH 22504F /X LA
Skt 5 I 5 () #4 %5 (Ballantyne et al, 2012, 2017;
Ciais et al, 2019). JTHARIBF TR I, BRI {4
BRAR S 7 X 3 RS = B2 4% TR K AR AL, T fE 42K
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JUOBE = B iR B B AR B8 A 32 5 (Jung et al, 2017).
T v B Pt b 3 91 20 19 B0 2 P AR S 7R A Bk R
ARG S B B2 B KR COKRE BT A S AR %
f{) 4K 5 (Fernandez-Martinez et al, 2019). 4R {5 57E
RS, AT R HEIZHE 2 (Huang & Xia,
2019), 387K o3 ik B A1 IR 7E 4% RO 52 i i b
BRI I 4F B8 53 (Humphrey et al, 2018) . X L4 F 7T
()R I P~ A XS8R BE B AR S R GG I sh A& 3E
ST A BR BT B K A A M A A A )
SO TR EE RS, AT A YHE TR 25 R an e i
2 It b Bl 0 P AE 4 BRORURE b 138 A2 i 354K SR 3L fi
AN —J7 T, TS A YRR G R e N A AR A
(PR ) R AE AR B AR S 2 FR G, NITTAEA
[) DX SO B A P A AEVE 2 R FN B (R o o — 7
[, AQ)H RS REIE R S WY S A YR
N BEE IR, (B RAH DB AR AR
A5 SIS A MW T AR VDRV S5 SRR R

SFEVUF, XBREZ EFPuomiE ~migHsh
BIEPEIN S . EXBRE E, RSP T
WS EAEFEIL T, HEFERLTH. L
A7 T Al 2 B vy 26 B b X Py Bl bz B = AR S R Gt
R, SRR RE AR T EY AR, B
X HH 3B 22 1 A ZRAIR IR A1 A0 5 2=t 55 S A (Lader
et al, 2017); [AMF, SEASHR A NI 1 iz X K A
R ZEMRE, JRPE s T LR EML A R A
HiZ (Turetsky et al, 2020). 1k , FE TSRS H A
IR VDB 53 i R IR 12 X1 B KR AR AR i o S
A8 Ak IE A2 3 GE _ETF(Hu et al, 2010; Kelly et al,
2013). XL B FIR AR B R S
677 RS R G RGN N Sh &R IR,
K] I A b 2 2K v 443 R 1 X ) Al ) A 5 A g DAl
(Grosse et al, 2011; Schuur et al, 2015). FF5L |, 7524
RIS, 2 H P E 2R A R X
BUARMAE TR, BN 7 E 2R RE
e TR AR TN it M B PR B S AR D IR S R HME B

5 HFR, Rl A2 RGUIRS RASH R AR AIE
TITWR. EERE —RAEZMHRERE
(alternative stable states; Holling,1973; Scheffer et al,
2001). £ RGAEA FFRA AN AT A B A R4
PE, HE W AR TSR, ngksli 7 AES
A4 [ 5 E (Hastings et al, 2018; Morozov et al,
2020). HAl, A kM AR RGUIRAS R KN TR

Z RIEAEYIFPHE SRR B A IR L, i X B i 2%
AEBRGREGERERD . B, SRS D—
TRES KRR 7 — Ay, HAFRIBRAE A L 18
Rk A BRI . ERRRE R, ARESE TN
A RGNS RARAEAE S A R bR HL Bk = 7 A2
KWPEE S . B, ERKESRBELRAEAL
NERBAEZRGHRERELE D, EE RSB
B I B IR T SRR
NBRIREAST IS . 1 H AR B AR R A2 &
GUIRARAL — i AL PRI TR, JFfBE#HT 22 50
RITEAS S . XA B SIETETS, #
MREFET- I REBE SR 4 T AR SRR RS R AL
B8, MRAESRGRIGIAIRERIT I EEHE(S
T filtn, T AERARME R ASE T H BB 2
ARMRAEZS 2R G0 A iy B I ) S B EH i B ke 2
(Yu et al, 2019). FREFGHKE, BRESRGRS
RAKT i HBRAGIA S S AR A AR SR A, EA
AT =3 Z 18] SR R AN BT 28 k0 2 LD

BTl b B G & KB N ARl A,
I T A SR AE AN [R] B 3 RUBE VR 30 e =R & i 5 5k
5F B (Xia et al, 2020). FATHGIXLE 5940 A0
W See SR =2, A i HIX Lt T
BB AV 0 i e B 9 2R ) B A& PR A (K12)

Wi 1t B 07 P 30 2 S S PR 2 1Y) B 200 & 45 A
TR R G477 J1(net ecosystem productivity,
NEP), ## Z2IEAEE R —FFIFCO L
&, 2, MithERIEA A AT Z T NEP
TEFPRAAEER SN, HE—BINHNASETE. £
il pURBE, JE T390 FEEAH SGHE AR ()l = 0 % 2 B R
W MINEPZ) 25 1) 32 22 B (Baldocchi, 2020). 754 Bk
REZ, PAFLUXCOMA R HI ™ i 45 & 1 Blas
5 > B AN A BRIDC ) () 38 = 00 U £ 4 (Jung et al,
2020), T iz B T A BRI B 96 25 7 19] R AT
Foo BEAk, FEF RS CONM I S 758 1) A BBt
NEPEHE ¥ 4 B T B Ui 5 i Y 3l 24 1) e i 7
(Rodenbeck et al, 2018). T 4FE K P41 TLAE 18 B4
AR, AU A EREE AR S KRB MR & ST
AR TR EEE . Fltn, T TR R AR A
BT KRR, v DR RS 2R G0 T Re 16 A% Ui
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