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ABSTRACT

It is well documented that warming can accelerate greenhouse gas (GHG) emissions, further inducing a positive
feedback and reinforcing future climate warming. However, how different kinds of GHGs respond to various
warming magnitudes remains largely unclear, especially in the cold regions that are more sensitive to climate
warming. Here, we concurrently measured carbon dioxide (CO,), methane (CH,4), and nitrous oxide (N,O) fluxes
and their total balance in an alpine meadow in response to three levels of warming (ambient, +1.5 °C, +3.0 °C).
We found warming-induced increases in CH,4 uptake, decreases in N,O emissions and increases in CO, emissions
at the annual basis. Expressed as CO,-equivalents with a global warming potential of 100 years (GWP100), the
enhancement of CH, uptake and reduction of N,O emissions offset only 9% of the warming-induced increase in
CO,, emissions for 1.5 °C warming, and only 7% for 3.0 °C warming. CO, emissions were strongly stimulated, lead-
ing to a significantly positive feedback to climate system, for 3.0 °C warming but less for 1.5 °C warming. The
warming with 3.0 °C altered the total GHG balance mainly by stimulating CO, emissions in the non-growing

* Corresponding author at: Key Laboratory of Ecosystem Network Observation and Modeling, Institute of Geographic Sciences and Natural Resources Research, Chinese Academy of

Sciences, Beijing 100101, PR China.
E-mail address: sniu@igsnrr.ac.cn (S. Niu).

https://doi.org/10.1016/j.scitotenv.2020.144559
0048-9697/© 2021 Elsevier B.V. All rights reserved.


http://crossmark.crossref.org/dialog/?doi=10.1016/j.scitotenv.2020.144559&domain=pdf
https://doi.org/10.1016/j.scitotenv.2020.144559
mailto:sniu@igsnrr.ac.cn
https://doi.org/10.1016/j.scitotenv.2020.144559
http://www.sciencedirect.com/science/journal/
www.elsevier.com/locate/scitotenv

J. Wang, Q. Quan, W. Chen et al.

Non-growing season
Warming magnitude

Science of the Total Environment 769 (2021) 144559

season due to warmer soil temperatures, longer unfrozen period, and increased soil water content. The findings
provide an empirical evidence that warming beyond global 2 °C target can trigger a positive GHG-climate

feedback and highlight the contribution from non-growing season to this positive feedback loop in cold

ecosystems.

© 2021 Elsevier B.V. All rights reserved.

1. Introduction

The internationally agreed target for avoiding dangerous climate
change is a global warming limitation of 2 °C above pre-industrial levels
(Rogelj et al., 2016). Three principal greenhouse gases (GHG), CO,, CHy
and N0, contribute nearly 90% of the forcing to anthropogenic climate
warming (IPCC, 2013). Warming may induce positive or negative cli-
mate feedbacks by altering ecosystem GHG sources and sinks. Although
the sign and magnitude of GHG-climate feedbacks differ among ecosys-
tems and remain poorly characterized, several lines of evidence indicate
that cold ecosystems (e.g. ecosystems with mean annual temperature
always below 0 °C) should experience an increase of GHG emissions
in response to warming (Abbott and Jones, 2015; Wilson et al., 2016;
Voigt et al., 2017b; Knoblauch et al., 2018; Voigt et al.,, 2019), resulting
in a net positive feedback (Crowther et al., 2016; Commane et al.,
2017; Jeong et al., 2018). Such a strong positive GHG-climate feedback
could accelerate the rate of climate change, and would require more ef-
forts to reduce anthropogenic GHG emissions in order to meet a given
climate target (Gasser et al., 2018).

To characterize how GHG emissions change in response to warming,
many warming experiments have been conducted in cold ecosystems
(e.g., tundra, alpine grassland), but most of them have focused solely
on the response of CO, fluxes (Oechel et al., 2000; Li et al., 2017;
Mauritz et al., 2017; Wang et al., 2019b) and less measured concurrent
changes of other critical greenhouse gases such as CH4 and N0 that also
dramatically influence climate conditions (Zhu et al., 2015; Zhao et al.,
2017; Chen et al., 2017; Voigt et al., 2017a). CH4 and N,0 have a 28-
times and 298-times greater warming potential than CO,, respectively,
based on a 100-years horizon (IPCC, 2013). Terrestrial ecosystems are
globally a net sink of atmospheric CO, that captured about 29% of an-
thropogenic emissions during the last decade (Keenan et al., 2016).
Yet, this global CO, uptake by terrestrial ecosystems could potentially
be offset globally by CH4 and N,O emissions (Tian et al., 2016). As
such, predicting future climate change feedbacks will necessitate that
we understand the relative contribution of changes in these different
greenhouse gases over the rest of the century.

Most of previous warming experiments largely perform a single
warming level to investigate the differences of GHG between warming
and control. How warming magnitude affects GHG fluxes is still limited.
Low- and high-level warming can induce different changes in soil tem-
perature, soil water content (Quan et al., 2019; Wang et al., 2020), soil
nutrient availability, and vegetation coverage and composition (Chen
etal., 2019), which may give rise to differential responses of GHG fluxes
to varying warming magnitudes. In an alpine meadow, 2 °C warming
decreased ecosystem carbon sink and the effect was insignificant, but
4 °C warming shifted the ecosystem from a net carbon sink to a net car-
bon source (Zhu et al., 2016). Although such limited study is useful to
understanding the seemingly contrasting responses of CO, fluxes to
warming magnitudes, few studies have compared responses of GHGs,
especially CH4 and NO, fluxes, to different warming levels in the field.

Our current understanding of GHG fluxes in response to warming is
dominantly limited to measurements obtained during the growing sea-
son (Voigt et al.,, 2017b), mostly due to difficulties in conducting field-
work in long and severe winter, especially in cold regions. Yet, the
greatest impacts of warming are likely to occur in the non-growing sea-
son, when plant uptake is negligible and the activity of microorganisms
- and thus GHG fluxes - are sensitive to elevated temperature and non-
frozen conditions (Zona et al.,, 2016). Warming during the snow-

covered season has been found to enhance GHG exchange through
changing soil gases diffusivity (Wilson et al,, 2017), increasing microbial
activity and altering microbial metabolism (Xue et al., 2016; Feng et al.,
2017; Segura et al., 2017), which results in a higher temperature sensi-
tivity and increased GHG emissions to warming (Mastepanov et al.,
2008; Koven et al., 2017; Voigt et al., 2017b; Wagner-Riddle et al.,
2017).

In summary the three main limitations of ecosystem warming ex-
periments as a tool to quantify the response of GHG emissions to
warming in relation to climate targets are: 1) non-CO-, gas fluxes are
very rarely measured and a total GHG balance is still lacking in cold eco-
systems, 2) a single warming level is widely applied, usually larger than
projected for low warming climate scenarios, thus being less relevant to
the goals of the Paris Agreement on Climate, and 3) non-growing season
fluxes are rarely measured.

To address these critical research gaps, we set up a new warming ex-
periment in an alpine meadow of the Qinghai-Tibetan Plateau (QTP).
We measured all GHG fluxes for a low-level warming (+1.5 °C)
(W1.5), a high-level warming (+3.0 °C) (W3.0) against the control
treatment at ambient temperature (C). The results allow us to charac-
terize temperature sensitivity of year-round net GHG balance (both
losses and gains to the ecosystem). The chosen alpine meadow at high
altitude (ca. 3500-4500 m) is representative of a large area of
504,000 km? of cold grasslands ecosystems in the QTP (Ding et al.,
2016), which can be used as a test bed for the response of this important
ecosystem to warming. Abundant light and precipitation during the
growing season can favor plant growth and increase plant productivity,
while low temperature in winter strongly limits soil organic matter de-
composition. The studied site has high soil carbon and nitrogen density
compared to temperate and tropical grasslands in China (Yang et al.,
2007; Tang et al,, 2018). It has experienced more rapid climate warming
than the global average, and mean annual temperature is predicted to
increase by 1.5 °C in 2049 and by 2.9 °C at the end of this century com-
pared to the 2000s (Liu et al., 2009), twice the globe average (Piao et al.,
2010).

We measured GHG fluxes using opaque chambers all year-round
from August 2015 to August 2016. The research questions addressed
with these data are (a) what are the differences in the warming re-
sponses of CO, versus CH4 and N,0 fluxes, (b) what is the short-term
sensitivity of annual GHG fluxes to different warming levels, and
(c) what are the differences in the warming responses of GHG fluxes be-
tween the growing season and non-growing season.

2. Material and methods
2.1. Study site

The study site (32°48’ N and 102°33’ E; 3500 m a.s.l) was located in
Sichuan Province, southwest China and belonged to eastern Qinghai-
Tibetan Plateau (Fig. 1a). The climate is continental monsoon-affected.
The multiple-year averaged annual precipitation is 750 mm
(1961-2017), with approximately 80% occurring from May to
September. The mean annual temperature in this region is 1.5 °C.

Alpine meadow is the dominant vegetation type in this region,
which covers 27% of the total area (Ding et al., 2016). The vegetation
cover typically dominates by Deschampsia caespitosa, Poa pratensis,
Elymus nutans, Agrostis hugoniana, Kobresia setchwanensis, Oxytropis
kansuensis, Vicia sepium and Potentilla anserina. The soil is classified as
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Fig. 1. Study site at the alpine meadow (a) and the schematic diagram of experimental warming design (b).

Cryumbrept according to the U.S. Soil Taxonomy (Shi et al., 2015). Top-
soil (0-10 cm) organic carbon is 39 g kg™ !, the total nitrogen is
3.1 gkg™! and soil pH value is 6.0 + 0.1 (Table S1). More detailed de-
scription of the study site can be found in elsewhere (Quan et al,, 2019).

2.2. Experimental design

The study was implemented as a randomized complete block design.
We set up five blocks to replicate each treatment (Fig. 1b) with 3 x 2 m
plots laid out in each of five blocks. Each block was randomly assigned to
three warming treatments: ambient temperature (C), low-level
warming (W1.5) and high-level warming (W3.0). Two adjacent plots
were 3 m apart. The warming plots were heated since June 2014 by in-
frared radiators with the size of 165 x 15 cm (Kalglo Electronics Inc.,
Bethlehem, Pennsylvania, USA) installed 1.5 m off the ground and lo-
cated in the center of each plot. According to a similar heating experi-
ment in another Tibetan alpine meadow (Liu et al., 2019), the
radiation output of the heaters for 1.5 °C warming was set at 1000 W
while the radiation output of the heaters for 3.0 °C warming was set at
2000 W. In each ambient temperature plot, to simulate the (small)
shading effect of the heaters, a dummy heater with no electrical
power output was installed.

2.3. Measurement of ecosystem carbon fluxes using eddy covariance

Net ecosystem exchange (NEE), gross primary production (GPP),
and ecosystem respiration (ER) were measured at 30-min intervals
using eddy covariance method (Fig. S1a) near the experimental plots
from August 2015 to August 2016. The eddy covariance system was
installed 2 m off the alpine meadow ground with homogeneous vegeta-
tion and soil conditions throughout a patch of 1 km in all directions
(Chen et al., 2020). The eddy covariance raw data were quality con-
trolled after data collection using EddyPro 6.2.0 software (LI-COR). De-
tailed data corrections can be found in the previous study (Zhao et al.,
2019).

When the data gaps of NEE were less than 2 h during the growing
season daytime, we used linear interpolation method to fill missing
NEE. The data gaps with larger blocks of missing data were extrapolated

based on the rectangular hyperbolic regression of daytime NEE against
photosynthetic photon flux density (Falge et al., 2001). The missing
data of NEE at nighttime were filled by exponential regression of night-
time CO,, flux with the friction velocity >0.1 m/s against air temperature
(Lloyd and Taylor, 1994). GPP was estimated by subtracting NEE from
ER. At nighttime, ER was equal to NEE, while at daytime, ER was interpo-
lated by using the exponential regression of NEE at nighttime against
the air temperature.

Based on the dynamics of GPP (Fig. S2c) and previous studies in this
area (Zhu et al, 2015; Lv et al, 2020), we characterized the
non-growing season as the number of days with no-GPP to last from
November 2015 to April 2016 with snow-covered landscape, and the re-
maining observation period as the growing season. In order to make
comparisons among treatments more standardized, we defined the
same length of growing season for all the three treatments. Previous
study suggests that warming may extend the length of growing season
(Richardson et al., 2018). We also evaluated the potential impact of
warming-induced changes in the growing season length on GHG fluxes
(Fig. S11).

2.4. Measurement of carbon dioxide exchange with warming treatments

In each temperature treatment, ecosystem respiration (ER) was
measured using automatic opaque chambers at 30-min intervals from
August 2015 to August 2016 (Fig. S1c). The missing data due to instru-
ment failures accounted for 6% of year-around data, and were gap filled
by the correlation between ER and soil temperature (Fig. 6a). During the
non-growing season, carbon dioxide exchange (NEE) is equal to ER,
thus daily ER was calculated for the determination of non-growing sea-
son cumulative NEE fluxes. In the growing season, daily NEE with
warming treatments was extrapolated from daily ER measured by the
opaque chambers, based on the relationship between daily ER and
daily NEE measured by static transparent chambers (Fig. S5). By using
static transparent chambers (Fig. S1b), NEE was measured using LI-
6400XT (LI-COR Inc., Lincoln, NE, USA). The detailed description of this
method can be found in the previous study (Niu et al., 2013). We mea-
sured NEE twice per month between 9:00 and 12:00 local time on
sunny days for all treatments from May to October (Fig. S3). Daily NEE
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were calibrated as the ratio of daily average value to daytime
(9:00-12:00) average value (Wang et al., 2017) based on the diurnal
patterns of NEE measured by eddy covariance (Figs. S1a, S4).

2.5. Measurement of methane and nitrous oxide fluxes with warming
treatments

In each warming treatment, CH, and N,O fluxes were measured si-
multaneously with ER using the opaque chambers at 30-min intervals
from August 2015 to August 2016 (Fig. S1c). Each chamber is consisted
of near infrared laser CO,/CH, analyzer (type: 915-0011) and middle in-
frared laser N,O analyzer (type: 913-0014) (Los Gatos Research Inc., San
Jose, CA, USA). The missing data of CH4 and N,O fluxes accounted for 8%
of year-round data, which were gap filled with the linear interpolation
method as most data gaps were less than 2 h. Daily CH, and N,O fluxes
were calculated and summed for the determination of seasonal and an-
nual cumulative fluxes.

2.6. Seasonal and annual total balance of greenhouse gas fluxes

For the chamber measurements of ER, CH,4, and N,O fluxes, we ran-
domly selected three replicates from five blocks for each gas measure-
ment due to limited number of chambers. Seasonal cumulative fluxes
of NEE, CH,4, and N,0 were obtained by summing up the daily fluxes
in the growing and non-growing season, respectively. The annual cu-
mulative gas fluxes were calculated by adding growing and non-
growing season cumulative fluxes.

We calculated seasonal and annual total balance of three GHGs (CO,,
CH4, and N,0) using global warming potential approach (Tian et al.,
2016). We applied a global warming potential for a 100-year horizon
(GWP100) with 28 for CH, and 298 for N,0, and without consideration
of carbon-climate feedbacks to calculate the total GHG balance (Voigt
et al., 2017b).

2.7. Soil microclimate, soil properties, above-and below-ground plant
production

In each warming treatment, soil temperature (°C) and soil water
content (%, vol) at 10 cm depth were measured by ECH,0 5TE sensors
(Decagon Devices, Pullman, Washington, USA), which can provide con-
tinuous measurements. Soil temperature and moisture were logged at
30-min intervals by the Decagon's Em50 data logger.

Five soil samples were collected from O to 10 cm in each plot at the
end of the experiment in August 2016, mixed to form one composite
sample, then passed through a 2-mm mesh sieve and divided into two
parts. One part was air-dried to determine soil organic C (SOC) concen-
tration, soil total N (TN) concentration and pH. Another part was stored
in 4 °C before measuring soil available N (NH; -N and NO3 -N) and mi-
crobial biomass. The dried soil subsamples were treated with 1 M HCl at
room temperature for 24 h to eliminate the total inorganic C. Then, SOC
and TN were analyzed with Vario EL [Il elemental analyzer (Elementar
Analysensystem GmbH, Hanau, Germany). Soil pH was determined by
a glass electrode in a 1:2.5 soil-to-water ratio. Soil available N was mea-
sured using a continuous-flow auto-analyzer (AA3, Seal Analytical,
Germany). Soil microbial biomass C (MBC) and N (MBN) were mea-
sured using the chloroform fumigation extraction method (Vance
etal., 1987).

All living plants were clipped at the ground level in a 0.5 x 0.5 m
quadrat within each plot, in mid-August 2016 when plant biomass
peaked. All plants were oven-dried at 65 °C for 48 h and weighed as
aboveground net primary production (ANPP). Root in-growth cores
were used to estimate belowground net primary production (BNPP),
and the detailed measurement of BNPP can be found in the previous
study (Wang et al., 2019a).
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2.8. Statistical analyses

All statistical analyses were applied using R3.4.2 (R Core Team,
2016). Prior to the statistical tests, all variables were checked with his-
tograms, density, and Q-Q plots. Shapiro-Wilk normality test was ap-
plied to inspect the normality of all variables, in combination with the
Levene's test of the homogeneity of variances. The one-way analysis of
variance (ANOVA) followed by Tukey's multiple comparisons were
used to test the effects of warming treatments on seasonal and annual
cumulative GHG fluxes.

Linear mixed-effect models were performed using the R package
Ime4 (Bates et al., 2015) to analyze the effects of temperature treat-
ments on average fluxes of daily ER, NEE, CH4 and N,0, as well as
edaphic and plant variables. Warming treatment was treated as fixed ef-
fect, and block was set as random effect. The model was fitted using re-
stricted maximum likelihood estimation, and model validation was
assessed by graphically checking residuals. The homoscedasticity of
model residuals was inspected by plotting residuals against fitted
values. Tukey's HSD tests were further applied to multiple comparisons
of the variables, with the function “glht” in the multcomp package.

We also examined the relationships between GHG (ER, CH4, N,0)
fluxes and soil temperature and soil water content. Furthermore, a
pairwise correlation analysis was performed using the corrplot package
to example the correlations of daily GHG fluxes with other abiotic and
biotic factors (e.g. SOC, TN, C:N ratio, NHZ -N, NO3 -N, pH, MBC, MBN,
ANPP, and BNPP) at the plot level. The significance was set at o =
0.05 throughout the whole statistical analyses.

3. Results
3.1. Abiotic and biotic factors

During the study period, warming increased soil temperature on av-
erage by 1.6 °Cand 3.0 °C for W1.5 and W3.0 treatment, respectively (all
P < 0.05, Fig. 2b and Table S1). In response to warming, soil water con-
tent decreased on average by 3% in the W1.5 treatment and 7% in the
W3.0 treatment (all P < 0.05, Fig. 2c and Table S1). Warming did not sig-
nificantly alter soil properties except soil NO3 -N, which decreased
under warming (P < 0.05, Fig. S6b). Further, soil microbial biomass
was not responsive to warming (P > 0.05). Warming did not signifi-
cantly affect ANPP, and only W1.5 significantly increased BNPP
(Table S1).

3.2. Warming effects on average fluxes of GHGs

Ecosystem respiration (ER) showed a clear seasonal pattern, with
high CO, emissions in the growing season and low rates in the non-
growing season (Fig. 2d). The ecosystem was a net sink of CH, fluxes,
which had high uptake rate in the growing season and low value in
the non-growing season (Fig. 2e). N,O fluxes presented no strong sea-
sonal pattern although the ecosystem switched between sink and
source of N,O (Fig. 2f).

Warming did not significantly affect the mean rates of ER, net CO,
exchange (NEE), CHy4, and N0 in the growing season, whereas W3.0
treatment significantly increased ER in the non-growing season
(warmed: 211 mg CO, m~2h~*; control: 145 mg CO, m~2h~') and de-
creased non-growing season N,O emissions (warmed: 1.8 ug N,O m~—%

h~!; control: 6.6 pg N,O m~2 h™!) as shown in Fig. 3 and Table S2.

3.3. Warming effects on cumulative fluxes of GHGs

On the annual basis, the control plots were net sinks for CO,
(—=79.3 + 36.3 g CO, m~2 yr~!, mean =+ SE) and CH4 (—266.3 +
50.3 mg CH, m~2 yr~!) but a net source for N,O (48.7 =+
9.7mgN,0m—2yr~1) (Fig. 4). Under the control conditions, cumulative
CO, emissions in the non-growing season (630.4 + 66.0 g CO, m™2)
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was lower than the cumulative uptake in the growing season
(—709.7 + 63.7 g CO, m~2) (Fig. 4a and Table 1). The non-growing sea-
son cumulative CH, uptake (—105.7 + 24 mg CH, m~2) accounted for
40% of its annual total accumulated flux (Fig. 4b), while cumulative N,O
emissions in the non-growing season (28.5 + 7.5 mg N,O m~2) contrib-
uted to 59% of its annual budget (Fig. 4c).

Compared to the control, the annual CO, sink decreased by 39% for
W1.5, although the difference between these two treatments was not
significant (P = 0.496). The ecosystem was switched from a net sink
to a net source of CO, for W3.0 (66.9 & 13.2 g CO, m 2 yr—!), and the

Table 1
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difference between W3.0 and the control was significant (P = 0.019,
Fig. 4a and Table 1). The annual CH4 uptake increased by 23% for W1.5
and by 40% for W3.0 (Fig. 4b and Table 1), although the differences be-
tween warming and the control were not significant (all P > 0.05).
Warming decreased annual N,O emissions by 7% in the W1.5 treatment
and the difference between W1.5 and the control was not significant
(P = 0.788, Fig. 4c and Table 1). The annual N,O emissions was signifi-
cantly decreased by 58% in the W3.0 treatment (P = 0.044). No evi-
dence of a significant warming effect on the cumulative fluxes of any
gases was detected in the growing season (all P> 0.05), but W3.0 signif-
icantly increased CO, emissions and decreased N,O emissions in the
non-growing season (all P < 0.05, Fig. 4a, c).

3.4. Total balance of GHG fluxes

Using a 100-year warming potential for CH4 uptake and N,O emis-
sions (expressed as CO,-equivalents, CO,eqs), we infer a net GHG sink
under ambient conditions, with an annual balance of —73.9 +
32.3 g CO,-eq m~ 2 yr~! (Fig. 5, Table 1). While CO, fluxes dominated
the annual total balance of all three GHG fluxes, the annual cumulative
CH,4 uptake (—7.5 + 1.4 g CO,-eq m—2 yr~!) increased the CO,-eq sink
by 10%, whereas the annual cumulative N,O emissions (12.9 +
2.6 g CO,-eq m—2 yr— ') offset 17% of the annual CO,-eq sink (Table 1).

Seasonal and annual balance of CO,, CH4 and N,0 (mean =+ SE) in CO»-equivalents under different warming treatments. C: ambient temperature, W1.5: warming with 1.5 °C above am-
bient temperature, W3.0: warming with 3.0 °C above ambient temperature. The values in the brackets represent the percentage contribution of each gas to the total greenhouse gas bal-
ance. Positive and negative values are net release and uptake on greenhouse gas fluxes, respectively. Different letters in the same row indicate significant differences among warming

treatments (P < 0.05).

Fluxes C W1.5 W3.0 Change with warming

W1.5-C W3.0-C

Growing season CO, (g CO, m™2) —709.7 £ 63.7 (100.1%) —802.8 £ 37.3 (99.9%) —851.6 + 44.1 (99.6%) —93.1 —1419
CH4 (g CO5-eq m™2) —45 4 0.7 (0.6%) —5.6 + 0.7 (0.7%) —6.5 + 0.7 (0.8%) —1.1 —20

N50 (g CO-eq m~2) 5.3 + 0.6 (—0.7%) 49 + 1.1 (—0.6%) 3.3 + 1.8 (—0.4%) —04 —20

Total GHG balance —708.9 + 63.2a —803.5 + 37.8a —854.8 + 43.0a —94.6 —145.9

Non-growing season €0, (g CO, m™2) 630.4 + 66.0 (99.3%) 7543 + 55.3 (99.5%) 918.5 + 34.9 (100.2%) +123.9 +288.1
CH4 (g CO-eq m™—2) —3.0 + 0.7 (—0.5%) —3.6 + 0.8 (—0.4%) —4.0 + 0.7 (—0.4%) —06 —1.0

N2O (g CO-eq m~2) 7.6 + 2.0 (1.2%) 7.1 £ 0.2 (0.9%) 2.1 + 0.2 (0.2%) —05 —55

Total GHG balance 635.0 + 68.2a 757.8 + 56.1a 916.6 + 34.0b +122.8 +281.6

Year €O, (g CO, m™2) —79.3 + 36.3 (107.3%) —48.5 4+ 19.5 (106.1%) 66.9 + 13.2 (108.3%) +30.8 +146.2
CHy4 (g CO2-eq m—2) —75 + 1.4 (10.1%) —92 + 1.5(20.1%) —10.5 + 1.4 (—17.0%) -17 —3.0

N,O (g COy-eq m~2) 129 + 2.6 (—17.4%) 12.0 + 1.4 (—26.3%) 54 + 1.6 (8.7%) —-0.9 —75

Total GHG balance —739 + 323a —45.7 + 203 a 61.8 + 13.1b +28.2 +135.7
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The ecosystem was found to be a weaker sink of GHGs (—45.7 +
20.3 g CO,-eq m 2 yr~ 1) for W1.5 compared to the control, although
the difference between these treatments was not significant (P =
0.501). The ecosystem was found to switch to a significant GHG source
0f 61.8 & 13.1 g CO,-eqm 2 yr~! (P = 0.038) for W3.0 compared to the
control. The largest effect of W3.0 treatment on the annual total GHG
balance was mainly attributed to changes in the non-growing season
rather than that in the growing season (Fig. 5). CH4 and N,O cumulative
uptake enhancement or emission reductions contributed relatively less
than CO, to the total balance of GHGs (Table 1). The reductions of CHy
and N0 (CO,eqs) offset only 9% of the warming-induced increase in
CO, emissions in W1.5, against only 7% in W3.0. Thus, W3.0 treatment
inducing net GHG source was mainly due to the increase in CO, emis-
sions in the non-growing season (Fig. S7).

3.5. Factors regulating GHG fluxes

Ecosystem respiration (ER) increased exponentially with soil tem-
perature (ST), with a temperature sensitivity (the factor by which the
increase in the CO, emissions for a 10 °C increase in temperature, Q;q)
of 2.8 (Fig. 6a). ER also showed a quadratic relationship with soil
water content (SWC) (Fig. 6b), with a peak when SWC was approxi-
mately 20-25%. The CH,4 uptake rate increased with ST (Q;o = 1.5),
and reached a maximum peak at intermediate SWC of approximately
21% (Fig. 6¢, d). The mean N,O flux showed significant but weak corre-
lations with ST and SWC (Fig. 6e, f). Pairwise correlation analysis also
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showed that N,0 flux presented a significantly positive correlation
with either soil NHi -N or NO3 -N (Fig. S8).

4. Discussion

This study provides in situ evidence that warming-induced increase
in CO, emissions exceeds the enhancement of CH4 uptake and reduction
of N,O emissions in this relatively cold ecosystem. CO, fluxes dominate
the total GHG balance, resulting in a significantly positive feedback to
climate system, for 3.0 °C warming but less for 1.5 °C warming. Results
from this field study also show that warming has no significant effect on
net CO, exchange in the growing season, although 1.5 °C warming and
3.0 °C warming increase NEE by 13% and 20%, respectively compared to
the control. We show however that CO, emissions are more stimulated
by 3.0 °C warming compared to the control and 1.5 °C warming during
the non-growing season, a response that has not been characterized in
most previous studies.

4.1. Warming effects on greenhouse gas fluxes and total GHG balance

On the annual basis, warming increased CH,4 uptake and decreased
N,0 emissions (Fig. 4 and Table 1), but these effects were surpassed
by warming-induced increase in CO, emissions (Table 1). This explains
why the ecosystem switched to a net GHG source for W3.0, but
remained a GHG sink for W1.5 (Fig. 5), which suggests a strong positive
feedback of GHG fluxes under high-level warming for the studied site.
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Fig. 6. Soil temperature (°C) and soil water content (v/v, %) at 10 cm depth in relation to daily mean fluxes of ecosystem respiration (ER, a, b), methane (CHy, ¢, d), and nitrous oxide (N>0, e,
f) using opaque chambers across different warming treatments. C: ambient temperature, W1.5: warming with 1.5 °C above ambient temperature, W3.0: warming with 3.0 °C above

ambient temperature.
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The findings are consistent with a previous study in the Arctic showing
that CO, fluxes dominated the total GHG balance in a subarctic tundra
and that warming shifted the net GHG budget toward a net source of
CO, equivalents in vegetated tundra surfaces (Voigt et al.,, 2017b). Our
observed warming-induced stimulation of CO, emissions is also in line
with previous studies (Dorrepaal et al., 2009; Schddel et al., 2016;
Melillo et al., 2017), especially at high-latitude and high-altitude regions
with large stocks of soil organic carbon (Crowther et al., 2016). Soil tem-
perature exhibited the strongest positive effect on CO, release (Fig. 6a).
CO, emissions were expected to increase by a factor of 2.8 for a 10 °C
warming, which is similar to other cold areas, but higher than temper-
ate and warm regions (Koven et al., 2017).

Although the response of CO,, fluxes dominated the annual total bal-
ance of all three GHGs, CH, uptake and N,O emissions still played an im-
portant role. CH, uptake, expressed as CO, equivalents, increased by
10% of the CO,-eq sink and N,O decreased 17% of the CO,-eq sink
under ambient conditions (Table 1). This indicates that an overall bud-
get of three gases in combination is crucial to accurately evaluate the net
GHG balance of ecosystems (Tian et al., 2016).

Warming increased CH, uptake was closely correlated with soil tem-
perature and soil water content (Fig. 6¢, d). It has reported that
warming-induced increase in soil temperature directly enhances
methanotrophic and decreases methanogen abundance (Zheng et al.,
2012; Peltoniemi et al., 2016), thus resulting in an enhancement of
soil CH,4 uptake. Furthermore, a lower soil water content was found
under warming, which could have decreased anaerobic conditions by
increasing air permeability and O, diffusion in the soil (Chen et al.,
2017), favoring microbial oxidation of CH, in the soil profile (Dijkstra
et al., 2013). Warming decreased annual N,O emissions, likely related
to changes in N-substrate availability (Xue et al., 2016; Dawes et al.,
2017). The N,0 production is mainly determined by nitrification and
denitrification processes occurring simultaneously (Butterbach-Bahl
et al, 2013). We found that soil mineral nitrogen decreased by
24-34% in the warming plots (Fig. S6), probably due to plant growth
leading to greater nitrogen uptake. Therefore, a decreased N-substrate
availability for nitrification and denitrification could be one reason for
limiting N,O emissions under warming,.

4.2. Non-growing season CO, emissions dominate warming response of to-
tal GHG balance

The annual net CO, balance depends on the balance between uptake
by the vegetation in the growing season and release in the non-growing
season (Schuur et al., 2013). Changes in CO, uptake under warming
were extensively addressed in previous field experiments and global
meta-analysis (Niu et al., 2011; Natali et al,, 2014; Wang et al., 2019b).
However, whether and how warming affects CO, loss in the non-
growing season remains highly uncertain (Webb et al,, 2016). A recent
study across the circum-Arctic region has concluded that winter CO, re-
lease is larger previously thought before and may be outpacing CO, up-
take in the growing season (Natali et al., 2019). As the average global
temperature continues to rise in the foreseeable future, it is urgent to
understand the sensitivity of CO, loss to warming during the non-
growing season. Our field experiment showed that CO, uptake was
not significantly responsive to warming (Fig. 4). In contrast, we found
a significant increase of CO, emissions in the non-growing season for
W3.0 compared to the control and W1.5, whereas previous studies
were found to be too scarce to characterize this non-growing season re-
sponse. Our results for the non-growing season agree with the limited
evidence for an Alaska tundra where warming significantly increased
the rates of CO, release during the winter time and triggered a positive
feedback to climate system on the annual basis (Xue et al., 2016). Recent
evidence from observation, in situ measurements, and modeling all
have also demonstrated that warm winters can cause high CO, loss to
either neutralize the positive effect of warming on the annual net CO,
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balance or induce a positive ecosystem-climate feedback (Liu et al.,
2020; Sanders-DeMott et al., 2020).

Warming-induced stimulation of CO, release in the non-growing
season could be mainly due to warmer soil temperatures, longer unfro-
zen period, and increased soil water content compared to the control
conditions. CO, emissions can occur at temperatures as low as —20 °C
in Arctic regions (Natali et al., 2019), as long as soil water is unfrozen
and carbon is available to microbial decomposition (Segura et al.,
2017). In our analysis, warming delayed the onset of soil freezing and
advanced the timing of thawing in the subsequent spring (Fig. 2b),
both of which stimulated CO, release in periods when most biota
would be otherwise inactive. Specifically, in comparing with the control,
the duration of soil frozen period was shortened by 32 days for W1.5.
W3.0 treatment nearly made the soil unfrozen, thus almost suppressing
the frozen duration (Fig. 2b, ¢). The duration of unfrozen days explained
81% of changes in the CO, emissions during the non-growing season
(Fig. S9). Generally, soil freezing keeps CO, emissions low by reducing
microbial biomass and enzyme activities (Davidson and Janssens,
2006; Sorensen et al., 2016), decreasing live root biomass (Reinmann
and Templer, 2015), and slowing gas diffusion under reduced water
content (Elberling and Brandt, 2003). Thawing of frozen soil stimulates
CO, emissions due to increased microbial degradation and root decom-
position (Schuur et al., 2008). Although warming did not affect soil mi-
crobial biomass in summer, we may have found a big influence of
warming on soil microbial biomass in winter, contributing to the large
increase in CO, emissions in the non-growing season. Warming also de-
creased snow thickness (Fig. S10) and increased soil water content in
severe cold period (Fig. 2¢), which makes soil substrate and enzymes
more accessible to sustain microbial decomposition of soil carbon
(Segura et al., 2017). The melted snow cover and thus removal of the in-
sulating layer due to warming have resulted in more soil warming in the
non-growing season than the growing season and contributed most to
the increased CO, emissions. Furthermore, the underlying mechanisms
such as warming induced changes in freeze-thaw cycles that may influ-
ence CO, release also deserve further investigations (Wang et al., 2020).
Compared with 1.5 °C warming, overall, the nearly unfrozen soil under
3.0 °C warming caused larger contribution of CO, emissions in non-
growing season and thus resulted in a positive feedback to climate
warming,.

When the growing-season length was extended by 5 days for W1.5
and 10 days for W3.0 according to a recent study on phenology changes
of alpine meadow under warming (Suonan et al., 2017), the warming
effects on GHGs did not change compared with those using the same
growing-season duration (Fig. S11), partly due to that the GHG fluxes
were small during the transition between growing and non-growing
seasons. As such, these results highlight the importance of understand-
ing non-growing season carbon fluxes in order to generate a mechanis-
tic understanding of changes in soil carbon dynamics. This level of
understanding is critical to guide modeling efforts to accurately reflect
the land carbon-climate feedback over the rest of the century (Schuur
et al, 2015; Zona et al., 2016; Commane et al., 2017).

4.3. Implications and limitations

The 2 °C warming target of the Paris Agreement on Climate refers to
the global average temperature (Meinshausen et al., 2009), although
there are some differences between IPCC reports on whether land and
ocean or land only temperature should be considered (Millar et al.,
2017), the QTP region warms two times faster than the rest of the
globe. A global warming of 1.5 °C is equivalent to a regional warming
of 3 °C and a global warming of 2 °C to a regional warming of 4 °C in
the QTP. Thus, our results suggest that even a 1.5 °C warming could
turn the QTP cold grasslands into a net GHG source and contribute to
a positive GHG-climate feedback. Our results are limited to a one-year
observation and the long-term response of QTP cold grasslands is un-
known as on longer time scales, soil carbon decomposition and non-
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CO,, gases fluxes will depend on plant and microbial N availability, soil
moisture and microbial activity and the balance between growing and
non-growing seasons GHG fluxes will further change over time. Our re-
sults still indicate a fast response of QTP grasslands to warming, suggest-
ing that the occurrence of extremely warm winters can strongly affect
their GHG balance. Although the extrapolation of NEE from the mea-
surements of ER in the growing season may report some uncertainties,
this will not alter the conclusion that the higher warming induces a
stronger positive feedback to climate system by stimulating the mea-
surements of CO, emissions in the non-growing season.

5. Conclusions

In summary, this study contributes to filling a critical knowledge gap
in our understanding of the impact of warming magnitude on ecosys-
tem feedback and highlights the contribution of non-growing season
to the positive GHG-climate feedback loop. Our results strongly suggest
that keeping warming below the proposed 2 °C globally is essential not
only for economic and social reason, but also for ecosystem security and
alleviating this positive feedback.

Data availability statement

All data needed to evaluate the conclusion in the paper are present
in the paper and/or the Supporting Information. Additional data related
to this paper may be requested from corresponding author.

CRediT authorship contribution statement

Jinsong Wang: Conceptualization, Methodology, Software, Formal
analysis, Investigation, Writing - original draft, Writing - review &
editing, Project administration. Quan Quan: Formal analysis, Investiga-
tion. Weinan Chen: Software, Formal analysis, Investigation. Dashuan
Tian: Software, Formal analysis, Investigation. Philippe Ciais: Valida-
tion, Writing - review & editing, Supervision. Thomas W. Crowther:
Validation, Writing - review & editing, Supervision. Michelle C. Mack:
Validation, Writing - review & editing, Supervision. Benjamin Poulter:
Validation, Writing - review & editing, Supervision. Hanqin Tian: Vali-
dation, Writing - review & editing, Supervision. Yiqi Luo: Validation,
Writing - review & editing, Supervision. Xuefa Wen: Methodology, Val-
idation, Writing - review & editing, Supervision. Guirui Yu: Validation,
Writing - review & editing, Supervision. Shuli Niu: Conceptualization,
Methodology, Validation, Writing - original draft, Writing - review &
editing, Supervision, Project administration, Funding acquisition.

Declaration of competing interest

The authors declare that they have no known competing financial
interests or personal relationships that could have appeared to influ-
ence the work reported in this paper.

Acknowledgements

We thank the staff of Institute of Qinghai-Tibetan Plateau in
Southwest Minzu University. The authors acknowledge financial
supports from National Natural Science Foundation of China (31988102,
31625006, 31800404), the Second Tibetan Plateau Scientific Expedition
and Research (STEP) program (2019QZKK0302), and the International
Postdoctoral Exchange Fellowship Program (20180005).

Appendix A. Supplementary data

Supplementary data to this article can be found online at https://doi.
org/10.1016/j.scitotenv.2020.144559.

Science of the Total Environment 769 (2021) 144559

References

Abbott, B.W., Jones, ].B., 2015. Permafrost collapse alters soil carbon stocks, respiration,
CH,4, and N,0 in upland tundra. Glob. Chang. Biol. 21, 4570-4587.

Bates, D., Mdchler, M., Bolker, B., Walker, S., 2015. Fitting linear mixed-effects models
using Ime4. J. Stat. Softw. 67, 1-48.

Butterbach-Bahl, K., Baggs, E.M., Dannenmann, M., Kiese, R., Zechmeister-Boltenstern, S.,
2013. Nitrous oxide emissions from soils: how well do we understand the processes
and their controls? Philos. Trans. R. Soc. B-Biol. Sci. 368, 20130122.

Chen, X., Wang, G., Zhang, T., Mao, T., Wei, D., Song, C., Hu, Z.,, Huang, K., 2017. Effects of
warming and nitrogen fertilization on GHG flux in an alpine swamp meadow of a
permafrost region. Sci. Total Environ. 601-602, 1389-1399.

Chen, N., Zhu, ].T., Zhang, Y.J.,, Liu, YJ, Li, ] X, Zu, ].X., Huang, K., 2019. Nonlinear response
of ecosystem respiration to multiple levels of temperature increases. Ecol. Evol. 9,
925-937.

Chen, W., Wang, B., Zhang, F., Li, Z., Wang, ], Yu, G., Wen, X,, Niuy, S., 2020. Hysteretic re-
lationship between plant productivity and methane uptake in an alpine meadow.
Agric. For. Meteorol. 288-289, 107982.

Commane, R, Lindaas, J., Benmergui, J., Luus, KA., Chang, R.Y.-W., Daube, B.C., Euskirchen,
ES., Henderson, ].M.,, Karion, A., Miller, ].B., Miller, S.M., Parazoo, N.C., Randerson, ].T,
Sweeney, C,, Tans, P.,, Thoning, K., Veraverbeke, S., Miller, C.E., Wofsy, S.C., 2017. Car-
bon dioxide sources from Alaska driven by increasing early winter respiration from
Arctic tundra. Proc. Natl. Acad. Sci. U. S. A. 114, 5361-5366.

Crowther, T.W., Todd-Brown, K.E., Rowe, CW., Wieder, W.R,, Carey, ].C., Machmuller, M.B.,
Snoek, B.L,, Fang, S., Zhou, G., Allison, S.D., Blair, J.M., Bridgham, S.D., Burton, A].,
Carrillo, Y., Reich, P.B., Clark, ].S., Classen, A.T., Dijkstra, F.A., Elberling, B., Emmett,
B.A, Estiarte, M., Frey, S.D., Guo, J., Harte, ]., Jiang, L., Johnson, B.R,, Kréel-Dulay, G.,
Larsen, K.S., Laudon, H., Lavallee, J.M., Luo, Y., Lupascu, M., Ma, L.N., Marhan, S.,
Michelsen, A., Mohan, J., Niu, S., Pendall, E., Pefiuelas, J., Pfeifer-Meister, L., Poll, C.,
Reinsch, S., Reynolds, L.L., Schmidt, LK, Sistla, S., Sokol, NW., Templer, P.H.,
Treseder, KK, Welker, ].M., Bradford, M.A., 2016. Quantifying global soil carbon losses
in response to warming. Nature 540, 104-108.

Davidson, E.A, Janssens, LA., 2006. Temperature sensitivity of soil carbon decomposition
and feedbacks to climate change. Nature 440, 165-173.

Dawes, M.A., Schleppi, P., Hittenschwiler, S., Rixen, C., Hagedorn, F., 2017. Soil warming
opens the nitrogen cycle at the alpine treeline. Glob. Chang. Biol. 23, 421-434.

Dijkstra, F.A.,, Morgan, J.A,, Follett, RF., Lecain, D.R,, 2013. Climate change reduces the net
sink of CH4 and N,0 in a semiarid grassland. Glob. Chang. Biol. 19, 1816-1826.

Ding, ], Li, F., Yang, G., Chen, L, Zhang, B, Liu, L, Fang, K, Qin, S., Chen, Y., Peng, Y., Ji, C,, He,
H., Smith, P., Yang, Y., 2016. The permafrost carbon inventory on the Tibetan Plateau:
a new evaluation using deep sediment cores. Glob. Chang. Biol. 22, 2688-2701.

Dorrepaal, E., Toet, S., van Logtestijn, R.S.P., Swart, E., van de Weg, M.J., Callaghan, T.V.,
Aerts, R., 2009. Carbon respiration from subsurface peat accelerated by climate
warming in the subarctic. Nature 460, 616-619.

Elberling, B., Brandt, K.K., 2003. Uncoupling of microbial CO, production and release in
frozen soil and its implications for field studies of arctic C cycling. Soil Biol. Biochem.
35, 263-272.

Falge, E., Baldocchi, D., Olson, R., Anthoni, P., Aubinet, M., Bernhofer, C., Burba, G.,
Ceulemans, R., Clement, R., Dolman, H., Granier, A., Gross, P., Griinwald, T., Hollinger,
D., Jensen, N.-O., Katul, G., Keronen, P., Kowalski, A., Lai, C.T., Law, B.E., Meyers, T.,
Moncrieff, ]., Moors, E., Munger, ].W., Pilegaard, K., Rannik, U., Rebmann, C,, Suyker,
A., Tenhuner, ., Tu, K., Verma, S., Vesala, T., Wilson, K., Wofsy, S., 2001. Gap filling
strategies for defensible annual sums of net ecosystem exchange. Agric. For.
Meteorol. 107, 43-69.

Feng, W., Liang, ], Hale, LE,, Jung, C.G., Chen, ], Zhou, J., Xu, M., Yuan, M., Wu, L., Bracho, R,
Pegoraro, E., Schuur, EA.G., Luo, Y., 2017. Enhanced decomposition of stable soil or-
ganic carbon and microbial catabolic potentials by long-term field warming. Glob.
Chang. Biol. 23, 4765-4776.

Gasser, T., Kechiar, M., Ciais, P., Burke, EJ., Kleinen, T., Zhu, D., Huang, Y., Ekici, A.,
Obersteiner, M., 2018. Path-dependent reductions in CO, emission budgets casued
by permafrost carbon release. Nat. Geosci. 11, 830-835.

IPCC Climate Change, 2013. The physical science basis. Contribution of Working Group I to
the Fifth Assessment Report of the Intergovernmental Panel on Climate Change. Cam-
bridge University Press, Cambridge, New York.

Jeong, S.-],, Bloom, A.A., Schimel, D., Sweeney, C., Parazoo, N.C., Medvigy, D., Schaepaman-
Strub, G., Zheng, C.,, Schwalm, C.R,, Huntzinger, D.N., Michalak, A.M., Miller, CE., 2018.
Accelerating rates of Arctic carbon cycling revealed by long-term atmospheric CO,
measurements. Sci. Adv. 4, eaao1167.

Keenan, T.F,, Prentice, 1.C., Canadell, ].G., Williams, C.A., Wang, H., Raupach, M., Collatz, G.J.,
2016. Recent pause in the growth rate of atmospheric CO, due to enhanced terrestrial
carbon uptake. Nat. Commun. 7, 13428.

Knoblauch, C,, Beer, C,, Liebner, S., Grigoriev, M.N., Pfeiffer, E.-M., 2018. Methane produc-
tion as key to the greenhouse gas budget of thawing permafrost. Nat. Clim. Chang. 8,
309-312.

Koven, C.D., Hugelius, G., Lawrence, D.M., Wieder, W.R., 2017. Higher climatological tem-
perature sensitivity of soil carbon in cold than warm climates. Nat. Clim. Chang. 7
(11), 817-822.

Li, F, Peng, Y., Natali, S.M., Chen, K, Han, T, Yang, G., Ding, ]., Zhang, D., Wang, G., Wang, J.,
Yu, J., Liu, F,, Yang, Y., 2017. Warming effects on permafrost ecosystem carbon fluxes
associated with plant nutrients. Ecology 98, 2851-2859.

Liu, X, Cheng, Z,, Yan, L, Yin, Z.-Y., 2009. Elevation dependency of recent and future min-
imum surface air temperature trends in the Tibetan Plateau and its surroundings.
Glob. Planet. Chang. 68, 164.

Liu, X,, Ma, Z.Y., Cadotte, M.W., Chen, F,, He, J.S., Zhou, S.R., 2019. Warming affects foliar
fungal diseases more than precipitation in a Tibetan alpine meadow. New Phytol.
221, 1574-1584.


https://doi.org/10.1016/j.scitotenv.2020.144559
https://doi.org/10.1016/j.scitotenv.2020.144559
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0005
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0005
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0005
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0005
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0010
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0010
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0015
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0015
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0020
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0020
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0020
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0025
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0025
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0025
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0030
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0030
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0030
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0035
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0035
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0035
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0040
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0040
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0045
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0045
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0050
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0050
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0055
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0055
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0055
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0055
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0060
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0060
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0065
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0065
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0070
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0070
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0070
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0070
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0075
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0075
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0075
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0080
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0080
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0080
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0085
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0085
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0085
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0090
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0090
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0090
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0095
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0095
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0100
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0100
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0100
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0105
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0105
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0105
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0110
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0110
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0110
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0115
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0115
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0120
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0120
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0120
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0125
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0125
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0125

J. Wang, Q. Quan, W. Chen et al.

Liu, Z., Kimball, J.S., Parazoo, N.C,, Ballantyne, A.P., Wang, W J., Madani, N., Pan, C.G., Watts,
].D., Reichle, R.H., Sonnentag, O., Marsh, P., Hurkuck, M., Helbig, M., Quinton, W.L.,
Zona, D., Ueyama, M., Kobayashi, H., Euskirchen, E.S., 2020. Increased high-latitude
photosynthetic carbon gain offset by respiration carbon loss during an anomalous
warm winter to spring transition. Glob. Chang. Biol. 26, 682-696.

Lloyd, J., Taylor, ], 1994. On the temperature dependence of soil respiration. Funct. Ecol. 8,
315-323.

Lv, W, Luo, C, Zhang, L., Niu, H., Zhang, Z., Wang, S., Wang, Y., Jiang, L., Wang, Y., He, J.,
Kardol, P., Wang, Q,, Li, B,, Liu, P., Dorji, T., Zhou, H., Zhao, X., Zhao, L., 2020. Net neutral
carbon responses to warming and grazing in alpine grassland ecosystems. Agric. For.
Meteorol. 280, 107792.

Mastepanov, M., Sigsgaard, C., Dlugokencky, E.J., Houweling, S., Strom, L., Tamstorf, M.P.,
Christensen, T.R., 2008. Large tundra methane burst during onset of freezing. Nature
456, 628-630.

Mauritz, M., Bracho, R., Celis, G., Hutchings, J., Natali, S.M., Pegoraro, E., Salmon, V.G.,
Schddel, C., Webb, E.E., Schuur, E.A.G., 2017. Nonlinear CO, flux response to 7 years
of experimentally induced permafrost thaw. Glob. Chang. Biol. 23, 3646-3666.

Meinshausen, M., Meinshausen, N., Hare, W., Raper, S.C,, Frieler, K., Knutti, R, Frame, DJ.,
Allen, MR, 2009. Greenhouse-gas emission targets for limiting global warming to 2
°C. Nature 458, 1158-1162.

Melillo, ].M., Frey, S.D., DeAngelis, KM., Werner, W.J., Bernard, M.J., Bowles, E.P., Pold, G.,
Knorr, MA,, Grandy, A.S., 2017. Long-term pattern and magnitude of soil carbon feed-
back to the climate system in a warming world. Science 358, 101-105.

Millar, RJ., Fuglestvedt, J.S., Friedlingstein, P., Rogelj, J., Grubb, M., Damon Matthews, H.,
Skeie, R.B., Forster, P.M., Frame, D.J., Allen, M.R., 2017. Emission budgets and path-
ways consistent with limiting warming to 1.5 °C. Nat. Geosci. 10, 741-747.

Natali, S.M., Schuur, E.A., Webb, E.E., Pries, CE.H., Crummer, K.G., 2014. Permafrost degra-
dation stimulates carbon loss from experimentally warmed tundra. Ecology 95,
602-608.

Natali, S.M., Watts, ].D., Rogers, B.M., Potter, S., Ludwig, S.M., Selbmann, A.-K., Sullivan, P.F,,
Abbott, BW., Arndt, KA, Birch, L., Bjorkman, M.P., Bloom, A.A,, Celis, G., Christensen,
T.R,, Christiansen, C.T., Commane, R., Cooper, EJ., Crill, P., Czimczik, C., Davydov, S., Du,
J., Egan, J.E., Elberling, B., Euskirchen, E.S., Friborg, T., Genet, H., Gockede, M., Goodrich,
J.P., Grogan, P., Helbig, M., Jafarov, E., Jastrow, ].D., Kalhori, A.A.M., Kim, Y., Kimball, J.S.,
Kutzbach, L., Lara, M., Larsen, K.S,, Lee, B.-Y., Liu, Z., Loranty, M.M., Lund, M., Lupascu,
M., Madani, N., Malhotra, A., Matamala, R., McFarland, J., McGuire, A.D., Michelsen, A.,
Minions, C., Oechel, W.C,, Olefeldt, D., Parmentier, F.-].W., Pirk, N., Poulter, B., Quinton,
W., Rezanezhad, F., Risk, D., Sachs, T., Schaefer, K., Schmidt, N.M., Schuur, E.A.G.,
Semenchuk, P.R,, Shaver, G., Sonnentag, O., Starr, G., Treat, C.C., Waldrop, M.P.,
Wang, Y., Welker, ]., Wille, C., Xu, X., Zhang, Z., Zhuang, Q., Zona, D., 2019. Large
loss of CO, in winter observed across the northern permafrost region. Nat. Clim.
Chang. 9, 852-857.

Niuy, S., Xing, X., Zhang, Z., Xia, ], Zhou, X., Song, B, Li, L., Wan, S., 2011. Water-use effi-
ciency in response to climate change: from leaf to ecosystem in a temperate steppe.
Glob. Chang. Biol. 17, 1073-1082.

Niuy, S., Sherry, R.A., Zhou, X., Luo, Y., 2013. Ecosystem carbon fluxes in response to
warming and clipping in a Tallgrass Prairie. Ecosystems 16, 948-961.

Oechel, W.C,, Vourlitis, G.L., Hastings, S.J., Zulueta, R.C,, Hinzman, L., Kane, D., 2000. Accli-
mation of ecosystem CO, exchange in the Alaskan Arctic in response to decadal cli-
mate warming. Nature 406, 978-981.

Peltoniemi, K., Laiho, R., Juottonen, H., Bodrossy, L., Kell, D.K., Minkkinen, K., Mdkiranta, P.,
Mehtdtalo, L., Penttild, T., Siljanen, H.M.P,, Tuittila, E.-S., Tuomivirta, T., Fritze, H., 2016.
Responses of methanogenic and methanotrophic communities to warming in varying
moisture regimes of two boreal fens. Soil Biol. Biochem. 97, 144-156.

Piao, S., Ciais, P., Huang, Y., Shen, Z., Peng, S., Li, ]., Zhou, L., Liu, H., Ma, Y., Ding, Y.,
Friedlingstein, P., Liu, C., Tan, K,, Yu, Y., Zhang, T., Fang, J., 2010. The impacts of climate
change on water resources and agriculture in China. Nature 467, 43-51.

Quan, Q,, Tian, D., Luo, Y., Zhang, F., Crowther, TW., Zhu, K., Chen, H.Y.H., Zhou, Q,, Niuy, S.,
2019. Water scaling of ecosystem carbon cycle feedback to climate warming. Sci. Adv.
5, eaav1131.

R Core Team, 2016. R: A Language and Environment for Statistical Computing. R Founda-
tion for Statistical Computing, Vienna, Austria.

Reinmann, A.B.,, Templer, P.H., 2015. Reduced winter snowpack and greater soil frost re-
duce live root biomass and stimulate radial growth and stem respiration of red
maple (Acer rubrum) trees in a mixed-hardwood forest. Ecosystems 19, 129-141.

Richardson, A.D., Hufkens, K., Milliman, T., Aubrecht, D.M., Furze, M.E., Seyednasrollah, B.,
Krassovski, M.B., Latimer, ].M., Nettles, W.R., Heiderman, R.R., Warren, ].M., Hanson,
PJ., 2018. Ecosystem warming extends vegetation activity but heightens vulnerability
to cold temperatures. Nature 560, 368-371.

Rogelj, ]., den Elzen, M., Hohne, N., Fransen, T., Fekete, H., Winkler, H., Schaeffer, R., Sha, F.,
Riahi, K., Meinshausen, M., 2016. Paris Agreement climate proposals need a boost to
keep warming well below 2 °C. Nature 534, 631-639.

Sanders-DeMott, R., Ouimette, A.P., Lepine, L.C,, Fogarty, S.Z., Burakowski, E.A., Contosta,
AR, Ollinger, S.V., 2020. Divergent carbon cycle response of forest and grass-
dominated northern temperate ecosystems to record winter warming. Glob. Chang.
Biol. 26, 1519-1531.

Schadel, C., Bader, M.K.F., Schuur, E.A.G., Biasi, C., Bracho, R., Capek, P., De Baets, S.,
Didkova, K., Ernakovich, J., Estop-Aragones, C., Graham, D.E., Hartley, L.P., Iversen,
C.M.,, Kane, E., Knoblauch, C., Lupascu, M., Martikainen, PJ., Natali, S.M., Norby, R/.,
0'Donnell, J.A., Roy Chowdhury, T., Santrackova, H., Shaver, G., Sloan, V., Treat, C.C.,
Turetsky, M.R., Waldrop, M.P., Wickland, K.P., 2016. Potential carbon emissions dom-
inated by carbon dioxide from thawed permafrost soils. Nat. Clim. Chang. 6, 950-953.

Schuur, E.A., Bockheim, ]J., Canadell, ].G., Euskirchen, E., Field, C.B., Goryachkin, S.V.,
Hagemanni, S., Kuhry, P., Lafleur, P.M,, Lee, H., Mazhitova, G., Nelson, F.E., Rinke, A.,
Romanovsky, V.E., Shiklomanov, N., Tarnocai, C., Venevsky, S., Vogel, ].G., Zimov,

10

Science of the Total Environment 769 (2021) 144559

S.A., 2008. Vulnerability of permafrost carbon to climate change: implications for
the global carbon cycle. BioScience 58, 701-714.

Schuur, E.A.G., Abbott, B.W., Bowden, W.B., Brovkin, V., Camill, P., Canadell, ].G., Chanton,
J.P., Chapin III, E.S,, Christensen, T.R,, Ciais, P., Crosby, B.T., Czimczik, C.I, Grosse, G.,
Harden, J., Hayes, D.J., Hugelius, G., Jastrow, ].D., Jones, ].B., Kleinen, T., Koven, C.D.,
Krinner, G., Kuhry, P., Lawrence, D.M., McGuire, A.D., Natali, S.M., O'Donnell, J.A.,
Ping, C.L, Riley, W, Rinke, A., Romanovsky, V.E., Sannel, A.B., Schddel, C., Schaefer,
K., Sky, J., Subin, Z.M., Tarnocai, C., Turetsky, M.R., Waldrop, M.P., Walter Anthony,
K.M., Wickland, K.P., Wilson, CJ., Zimov, S.A., 2013. Expert assessment of vulnerability
of permafrost carbon to climate change. Clim. Chang. 119, 359-374.

Schuur, E.A.G., McGuire, A.D., Schadel, C., Grosse, G., Harden, ].W., Hayes, DJ., Hugelius, G.,
Koven, C.D., Kuhry, P., Lawrence, D.M., Natali, S.M., Olefeldt, D., Romanovsky, V.E.,
Schaefer, K., Turetsky, M.R,, Treat, C.C,, Vonk, J.E., 2015. Climate change and the per-
mafrost carbon feedback. Nature 520, 171-179.

Segura, J.H., Nilsson, M.B., Haei, M., Sparrman, T., Mikkola, J.P., Grasvik, J., Schleucher, ].,
Oquist, M.G., 2017. Microbial mineralization of cellulose in frozen soils. Nat. Commun.
8, 1154.

Shi, C, Silva, L.CR,, Zhang, H., Zheng, Q., Xiao, B.,, Wu, N,, Sun, G., 2015. Climate warming
alters nitrogen dynamics and total non-structural carbohydrate accumulations of pe-
rennial herbs of distinctive functional groups during the plant senescence in autumn
in an alpine meadow of the Tibetan Plateau. Agric. For. Meteorol. 200, 21-29.

Sorensen, P.0., Templer, P.H., Finzi, A.C,, 2016. Contrasting effects of winter snowpack and
soil frost on growing season microbial biomass and enzyme activity in two mixed-
hardwood forests. Biogeochemistry 128, 141-154.

Suonan, ], Classen, AT., Zhang, Z., He, ].S., Sayer, E., 2017. Asymmetric winter warming ad-
vanced plant phenology to a greater extent than symmetric warming in an alpine
meadow. Funct. Ecol. 31, 2147-2156.

Tang, X., Zhao, X., Bai, Y., Tang, Z., Wang, W., Zhao, Y., Wan, H., Xie, Z., Shi, X., Wu, B.,
Wang, G., Yan, J., Ma, K, Dy, S,, Li, S., Han, S., Ma, Y., Hu, H., He, N, Yang, Y., Han,
W., He, H., Yu, G,, Fang, ]., Zhou, G., 2018. Carbon pools in China's terrestrial ecosys-
tems: New estimates based on an intensive field survey. Proc. Natl. Acad. Sci. U. S.
A. 115, 4021-4026.

Tian, H., Lu, C, Ciais, P., Michalak, A.M., Canadell, J.G., Saikawa, E., Huntzinger, D.N.,
Gurney, K.R,, Sitch, S., Zhang, B., Yang, J., Bousquet, P., Bruhwiler, L., Chen, G.,
Dlugokencky, E., Friedlingstein, P., Melillo, J., Pan, S., Poulter, B., Prinni, R., Saunois,
M., Schwalm, C.R., Wofsy, S.C., 2016. The terrestrial biosphere as a net source of
greenhouse gases to the atmosphere. Nature 531, 225-228.

Vance, E.D., Brookes, P.C,, Jenkinson, D.S., 1987. An extraction method for measuring soil
microbial biomass C. Soil Biol. Biochem. 19, 703-707.

Voigt, C., Marushchak, M.E., Lamprecht, R.E., Jackowicz-Korczyiiski, M., Lindgren, A.,
Mastepanov, M., Granlund, L., Christensen, T.R., Tahvanainen, T., Martikainen, P.J.,
Biasi, C.,, 2017a. Increased nitrous oxide emissions from Arctic peatlands after perma-
frost thaw. Proc. Natl. Acad. Sci. U. S. A. 114, 6238-6243.

Voigt, C., Lamprecht, R.E., Marushchak, M.E,, Lind, S.E., Novakovskiy, A., Aurela, M.,
Martikainen, P,J., Biasi, C., 2017b. Warming of subarctic tundra increases emissions
of all three important greenhouse gases-carbon dioxide, methane, and nitrous
oxide. Glob. Chang. Biol. 23, 3121-3138.

Voigt, C., Marushchak, M.E., Mastepanov, M., Lamprecht, R.E., Christensen, T.R.,
Dorodnikov, M., Jackowicz-Korczynski, M., Lindgren, A., Lohila, A., Nykanen, H.,
Oinonen, M., Oksanen, T., Palonen, V., Treat, C.C., Martikainen, P.]., Biasi, C., 2019. Eco-
system carbon response of an Arctic peatland to simulated permafrost thaw. Glob.
Chang. Biol. 25, 1746-1764.

Wagner-Riddle, C., Congreves, K.A,, Abalos, D., Berg, A.A., Brown, S.E., Ambadan, ].T., Gao,
X., Tenuta, M., 2017. Globally important nitrous oxide emissions from croplands in-
duced by freeze-thaw cycles. Nat. Geosci. 10, 279-283.

Wang, H,, Yu, L, Zhang, Z., Liu, W., Chen, L., Cao, G., Yue, H., Zhou, ]., Yang, Y., Tang, Y., He,
J., 2017. Molecular mechanisms of water table lowering and nitrogen deposition in
affecting greenhouse gas emissions from a Tibetan alpine wetland. Glob. Chang.
Biol. 23, 815-829.

Wang, J., Song, B,, Ma, F,, Tian, D, Li, Y., Yan, T., Quan, Q., Zhang, F., Li, Z., Wang, B., Gao, Q.,
Chen, W., Niu, S., 2019a. Nitrogen addition reduces soil respiration but increases the
relative contribution of heterotrophic component in an alpine meadow. Funct. Ecol.
33, 2239-2253.

Wang, N., Quesada, B, Xia, L., Butterbach-Bahl, K., Goodale, C.L., Kiese, R., 2019b. Effects of
climate warming on carbon fluxes in grasslands—a global meta-analysis. Glob. Chang.
Biol. 25, 1839-1851.

Wang, Q., Lv, W., Li, B, Zhou, Y., Jiang, L., Piao, S., Wang, Y., Zhang, L., Meng, ., Liu, P., Hong,
H., Li, Y., Dorji, T., Luo, C,, Zhang, Z., Ciais, P., Penuelas, J., Kardol, P., Zhou, H., Wang, S.,
2020. Annual ecosystem respiration is resistant to changes in freeze-thaw periods in
semi-arid permafrost. Glob. Chang. Biol. 26, 2630-2641.

Webb, E.E., Schuur, E.A.G., Natali, S.M., Oken, K.L,, Bracho, R., Krapek, J.P., Risk, D.,
Nicherson, N.R., 2016. Increased wintertime CO, loss as a result of sustained tundra
warming. J. Geophys. Res.-Biogeosci. 121, 249-265.

Wilson, R., Hopple, A, Tfaily, M., Sebestyen, S., Schadt, C., Pfeifer-Meister, L., Medvedeff, C,,
McFarlane, KJ., Kostka, J.E., Kolton, M., Kolka, RK, Kluber, LA, Keller, ].K., Guilderson,
T.P., Griffiths, N.A., Chanton, J.P., Bridgham, S.D., Hanson, P.J., 2016. Stability of
peatland carbon to rising temperatures. Nat. Commun. 7, 1-10.

Wilson, R, Fitzhugh, L., Whiting, G., Frolking, S., Harrison, M., Dimova, N., Burnett, W.C.,
Chanton, ].P., 2017. Greenhouse gas balance over thaw-freeze cycles in discontinuous
zone permafrost. J. Geophys. Res.-Biogeosci. 122, 387-404.

Xue, K., Yuan, M.M,, Shi, Z]., Qin, Y., Deng, Y., Cheng, L., Wu, L., He, Z., Van Nostrand, ].D.,
Bracho, R, Natali, S., Schuur, E.A.G., Luo, C., Konstantinidis, K.T., Wang, Q., Cole, J.R.,
Tiedje, JM., Luo, Y., Zhou, J., 2016. Tundra soil carbon is vulnerable to rapid microbial
decomposition under climate warming. Nat. Clim. Chang. 6, 595-600.

Yang, Y., Ma, W., Mohammat, A., Fang, J., 2007. Storage, patterns and controls of soil nitro-
gen in China. Pedosphere 17, 776-785.


http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0130
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0130
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0130
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0135
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0135
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0140
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0140
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0140
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0145
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0145
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0150
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0150
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0150
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0155
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0155
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0160
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0160
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0165
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0165
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0170
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0170
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0170
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0175
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0175
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0175
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0175
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0180
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0180
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0180
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0185
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0185
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0190
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0190
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0190
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0190
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0195
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0195
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0200
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0200
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0205
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0205
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0210
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0210
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0215
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0215
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0215
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0220
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0220
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0225
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0225
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0230
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0230
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0230
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0235
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0235
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0240
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0240
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0245
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0245
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0250
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0250
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0255
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0255
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0260
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0260
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0260
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0260
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0265
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0265
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0265
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0270
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0270
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0270
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0275
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0275
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0275
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0280
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0280
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0285
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0285
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0290
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0290
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0295
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0295
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0295
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0300
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0300
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0300
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0305
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0305
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0310
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0310
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0310
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0315
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0315
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0315
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0320
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0320
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0320
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0325
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0325
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0330
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0330
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0330
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0335
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0335
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0340
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0340
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0345
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0345
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0350
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0350

J. Wang, Q. Quan, W. Chen et al.

Zhao, Z.,Dong, S., Jiang, X,, Liu, S,, Ji, H,, Li, Y., Han, Y., Sha, W., 2017. Effects of warming and
nitrogen deposition on CHy4, CO, and N,O emissions in alpine grassland ecosystems of
the Qinghai-Tibetan Plateau. Sci. Total Environ. 592, 565-572.

Zhao, H,, Jia, G., Wang, H., Zhang, A., Xu, X., 2019. Seasonal and interannual variations in
carbon fluxes in East Asia semi-arid grasslands. Sci. Total Environ. 668, 1128-1138.

Zheng, Y., Yang, W., Sun, X., Wang, S.P., Rui, Y.C,, Luo, C.Y., Guo, L.D., 2012. Methanotrophic
community structure and activity under warming and grazing of alpine meadow on
the Tibetan Plateau. Appl. Microbiol. Biotechnol. 93, 2193-2203.

Zhu, X, Luo, C., Wang, S., Zhang, Z., Cui, S., Bao, X,, Jiang, L., Li, Y., Li, X., Wang, Q., Zhou, Y.,
2015. Effects of warming, grazing/cutting and nitrogen fertilization on greenhouse
gas fluxes during growing seasons in an alpine meadow on the Tibetan Plateau.
Agric. For. Meteorol. 214-215, 506-514.

11

Science of the Total Environment 769 (2021) 144559

Zhu, J.T., Chen, N, Zhang, Y.J., Liu, Y.J,, 2016. Effects of experimental warming on net eco-
system CO, exchange in Northern Xizang alpine meadow. ]. Plant Ecol. 40,
1219-1229.

Zona, D., Gioli, B., Commane, R, Lindaas, J., Wofsy, S.C., Miller, CE., Dinardo, S.J., Dengel, S.,
Sweeney, C., Karion, A., Chang, RY.-W., Henderson, J.M., Murphy, P.C., Goodrich, J.P.,
Moreaux, V., Liljedahl, A, Watts, ].D., Kimball, ].S., Lipson, D.A., Oechel, W.C., 2016.
Cold season emissions dominate the Arctic tundra methane budget. Proc. Natl.
Acad. Sci. U. S. A. 113, 40-45.


http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0355
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0355
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0355
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0355
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0355
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0355
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0360
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0360
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0365
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0365
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0365
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0370
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0370
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0370
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0375
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0375
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0375
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0375
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0380
http://refhub.elsevier.com/S0048-9697(20)38090-6/rf0380

	Increased CO2 emissions surpass reductions of non-�CO2 emissions more under higher experimental warming in an alpine meadow
	1. Introduction
	2. Material and methods
	2.1. Study site
	2.2. Experimental design
	2.3. Measurement of ecosystem carbon fluxes using eddy covariance
	2.4. Measurement of carbon dioxide exchange with warming treatments
	2.5. Measurement of methane and nitrous oxide fluxes with warming treatments
	2.6. Seasonal and annual total balance of greenhouse gas fluxes
	2.7. Soil microclimate, soil properties, above-and below-ground plant production
	2.8. Statistical analyses

	3. Results
	3.1. Abiotic and biotic factors
	3.2. Warming effects on average fluxes of GHGs
	3.3. Warming effects on cumulative fluxes of GHGs
	3.4. Total balance of GHG fluxes
	3.5. Factors regulating GHG fluxes

	4. Discussion
	4.1. Warming effects on greenhouse gas fluxes and total GHG balance
	4.2. Non-growing season CO2 emissions dominate warming response of total GHG balance
	4.3. Implications and limitations

	5. Conclusions
	Data availability statement
	CRediT authorship contribution statement
	Declaration of competing interest
	Acknowledgements
	Appendix A. Supplementary data
	References




