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• Warming advanced phenological firsts
(leaf-out and first flower dates).

• Warming had variable effects on pheno-
logical lasts (leaf senescence and last
flower).

• Warming reduced community evenness
and differentially affected species domi-
nance.

• Species with lengthened phenological
periods under warming increased their
dominance.

• Species-specific phenophases may be
related to changes in community
structure.
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Predicting how shifts in plant phenology affect species dominance remains challenging, because plant phenology
and species dominance have been largely investigated independently.Moreover,most phenological research has
primarily focused on phenological firsts (leaf-out and first flower dates), leading to a lack of representation of
phenological lasts (leaf senescence and last flower) and full phenological periods (growing season length and
flower duration). Here, we simultaneously investigated the effects of experimental warming on different pheno-
logical events of various species and species dominance in an alpine meadow on the Tibetan Plateau. Warming
significantly advanced phenological firsts for most species but had variable effects on phenological lasts. As a re-
sult, warming tended to extend species' full phenological periods, although this trend was not significant for all
species. Experimental warming reduced community evenness and differentially impacted species dominance.
Shifts in full phenological periods, rather than a single shift in phenological firsts or phenological lasts, were as-
sociated with changes in species dominance. Species with lengthened full phenological periods under warming
increased their dominance. Our results advance the understanding of how altered species-specific phenophases
relate to changes in community structure in response to climate change.

© 2020 Elsevier B.V. All rights reserved.
1. Introduction

Studies of shifts in plant phenology as influenced by changes in en-
vironmental conditions provide some of the most compelling, but
understudied, indications that plant phenology and species dominance
may be intimately linked (CaraDonna et al., 2014; Fridley et al., 2016).
Changes in plant phenology may determine the biotic and abiotic envi-
ronmental conditions experienced during each developmental phase
(Augspurger, 2013; Forrest and Miller-Rushing, 2010; Parmesan,
2006). For example, species with advanced leaf-out datesmay either in-
crease their dominance due to enhanced competitive ability for light
and nutrients (Ovaskainen et al., 2013; Rollinson and Kaye, 2012) or re-
duce their dominance due to increased risk of frost and/or insect dam-
age (Richardson et al., 2018). Shifts in plant phenology could also
affect facilitative interactions among species, which could potentially
reshape plant community composition (Callaway et al., 2002; Choler
et al., 2001). Indeed, the impacts of rising temperatures on both plant
phenology and species dominance are well documented (Root et al.,
2003; Thuiller et al., 2005). However, investigations into plant phenol-
ogy and species dominance have largely proceeded independently
(Diez et al., 2012; Rudolf, 2019). Thus, accurate predictions of the rela-
tionship between plant species-specific phenology and species domi-
nance under climate warming remain challenging.

Current understanding of warming impacts on plant phenology and
its linkages with species dominance stemsmainly from a focus on ‘phe-
nological firsts’ (e.g., leaf-out and first flower) (Dunne et al., 2003;
Leblans et al., 2017; Sherry et al., 2007). However, several recent studies
have shown that ‘phenological lasts’ (e.g., leaf senescence and last
flower) respond asymmetrically or even contrastingly to climate
warming as compared to phenological firsts (Dorji et al., 2020; Ensing
and Eckert, 2019; Gallinat et al., 2015; Prevéy et al., 2019), leading to
unpredicted changes in full phenological periods. Consequently, the im-
pacts of shifts in full phenological periods on species dominance re-
mains unresolved. In addition, species have consistently shown
divergent phenological responses to climate warming, rather than
shifting unidirectionally (Sherry et al., 2007). These highly differenti-
ated species-specific phenological responses towarmingmay have sub-
stantial, but underexplored, impacts on species turnover (Fridley et al.,
2016; Kraft et al., 2015; Post et al., 2016; Zohner et al., 2018). Therefore,
it is critical to integrate impacts of species-specific phenological firsts
and phenological lasts to better understand phenological responses to
climate warming and the consequences this may have for plant species
turnover.

Plant phenology is highly sensitive to climate warming and finely
tuned to the changing environment (Cleland et al., 2007; Nicotra
et al., 2010; Parmesan, 2006). However, the underlying factors asso-
ciated with shifts in species phenology in response to climate
warming remain unclear (Chmura et al., 2019; Petitpierre et al.,
2012; Tang et al., 2016), thereby hindering an improved understand-
ing of the potential links between plant phenology and species dom-
inance (Forrest and Miller-Rushing, 2010; Godoy et al., 2018). Rising
temperatures could advance the leaf-out date of some species due to
faster accumulation of growing-degree days (Cayton et al., 2015;
Marchin et al., 2015; Suonan et al., 2017), or could delay leaf-out
for other species due to delayed or even failed fulfillment of winter
chilling requirements (Guo et al., 2019). Apart from the direct effects
of rising temperatures, changes in soil moisture and soil nutrient
availability could also significantly affect plant phenology (Estiarte
and Peñuelas, 2015; Gill et al., 2015; Peaucelle et al., 2019). For ex-
ample, reductions in soil moisture have been found to delay repro-
ductive phenology (Dorji et al., 2013; Sherry et al., 2007) or reduce
flowering duration (de Valpine and Harte, 2001), whereas higher
soil moisture may lengthen flowering duration and seed production
(Dorji et al., 2020). Furthermore, phenological firsts and lasts are
likely controlled by different environmental factors even for the
same species (Bahuguna and Jagadish, 2015; Ernakovich et al.,
2014; Gill et al., 2015), further heightening the challenge of
predicting the impacts of warming on species-specific phenology,
species dominance, and ecosystem structure.

The Tibetan Plateau is warming at a faster rate than the global aver-
age due to its high elevation (Deutsch et al., 2008; You et al., 2016). To
increase knowledge of the links between species phenology and domi-
nance, a three-year field-manipulativewarming experiment using open
top chambers (OTCs) was conducted in an alpinemeadow grassland on
the Tibetan Plateau. To assess and compare species-specific responses of
plant phenology and species dominance to warming, eight common
plant species were monitored across three growing seasons. These
were the only species observed in all experimental plots at the study
site. Two key questions motivated our work: (1) what are the species-
level impacts of warming on plant phenology? and (2) do species-
level impacts of warming on plant phenology scale up to affect species
dominance?
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2. Materials and methods

2.1. Study site

A manipulative warming experiment was performed in the field at
the Haibei Grassland Ecological Monitoring Station (Xihai Town, Qing-
hai province, 100°51′E, 36°57′N, 3140 m a.s.l.). The study site has been
used as a winter grazing grassland since 1976, with moderate grazing
intensity during the non-growing season. Based on meteorological re-
cords from 1995 to 2013, the mean annual precipitation is 408 mm,
and the mean annual temperature is 1.3 °C (Chen et al., 2018; Chen
et al., 2019). Relatively high air temperatures and rainfall occur from
mid-April to mid-October (growing season), while low rainfall (b 5%
of annual) and low temperatures occur during the non-growing season.
Additional long-term, detailed information about the study site can be
found in Guo et al. (2018) and Li et al. (2019) (Fig. S1). The dominant
species are Stipa krylovii, Poa crymophila, Koeleria cristata, Medicago
ruthenica, and Kobresia humilis (Fig. S1 and Table S1).

2.2. Experimental design

The study site (200m× 400m)was fenced off for three years before
the initiation of experimentalwarming to exclude disturbance by herbi-
vores. All mammalian herbivores were completely removed for the du-
ration of the experiment. In August 2010, the study sitewas divided into
six blockswith 10-m buffer zones between the edges of adjacent blocks.
Each block was then divided into two plots (5 m × 10m), one of which
was randomly selected for experimental warming. In each of the six ex-
perimental warming plots, one OTC (with a base area of 2.1 m2) was
installed to achieve a passively warmed environment (Fig. S1). All
plots, especially the paired ambient-warming plots, were carefully se-
lected to minimize vegetation heterogeneity. Protocols for the OTCs
used in this study are described in detail for previous studies at this
site (Chen et al., 2017a; Chen et al., 2017b), as well as at other sites
(Baruah et al., 2017; Dorji et al., 2013).

2.3. Measurements

The main objective of this study was to investigate species' pheno-
logical responses to warming, as well as their shifts in dominance. To
meet this objective, eight species were selected and monitored across
three growing seasons. These species represented all plant functional
groups at the study site (three grasses, one sedge, one legume, three
forbs). Based on our preliminary field investigations, those eight species
were the only common species observed in all experimental plots at the
study site (Fig. S1 and Table S1). The total aboveground biomass of these
eight species comprised N85% of the total community biomass, and the
total cover of these eight species occupied N90% of the total community
cover (Table S1) (Chen et al., 2017a).

To avoid edge effects caused by the OTCs, a quadrat (0.5 m × 0.5 m)
was placed in the center of each OTC and of each ambient plot for all
phenology and dominance measurements. To reduce the heterogeneity
and uncertainties associated with variations among individual plants,
six individuals of each focal specieswere randomly selected andmarked
in each quadrat after the first leaf-out. These marked individuals were
monitored every 2 to 4 days during the whole growing season. Pheno-
logical observations of each species in each quadrat were calculated as
the mean of the marked individuals, and individuals were not replaced
if they died during the growing season. The first flower dates were doc-
umented when flower buds had broken and anthers/stigmas were visi-
ble for the marked plants (Suonan et al., 2017). The last flower dates
were documented when all petals had dropped off (CaraDonna et al.,
2014; Iler et al., 2013). Leaf senescence was defined as N50% of a plant's
leaves having changed color (Marchin et al., 2015). The duration of the
growing season was calculated as the difference between leaf-out and
leaf senescence dates, and the length of flower duration was calculated
as thedifference betweenfirst and lastflower dates. Phenological obser-
vations for each species in each quadrat were recorded from 2011 to
2013. All phenological observations were transformed into Julian days
for further analysis.

Height, abundance, and cover for each specieswithin the quadrats in
ambient andwarming plots were recorded during the peak biomass pe-
riod, whichwas inmid-August for all species exceptGentiana squarrosa,
which peaks in mid-July. Height for each species was calculated as the
mean of the marked individuals in each quadrat. Species abundance
was calculated as the total number of individuals of each species within
the quadrat. A grid frame (0.5 m × 0.5 m) with 25 grid cells
(0.1 m × 0.1 m) was placed in each quadrat to help estimate the total
areal cover of each focal species in each plot (Damgaard, 2014;
Penuelas et al., 2004).

Soil temperature during thewhole year and soil volumetricmoisture
during the growing season (frozen during the non-growing season) for
each plot were documented using HOBO data loggers at a depth of
10 cm (Onset Computer Company, USA) (Chen et al., 2016). For each
plot, three soil cores (0–10 cm) adjacent to each quadrat were collected
and combined to make a composite soil sample in mid-August. Soil in-
organic nitrogen (N) content was measured from water solutes ex-
tracted from the soil samples using a flow injection auto-analyzer
(FIAstar 5000 Analyzer, Denmark).

2.4. Data analyses

All data analysis and plottingwas performed in R 3.5.1 (R Core Team,
2019). Relative height (RH), relative abundance (RA) and relative cover
(RC) were calculated by normalizing the species-specific absolute
height, abundance and cover against the total height, abundance and
cover for the eight focal species in each plot. Simpson's evenness
index (E) (Simpson, 1949) was adopted to evaluate community even-
ness. Species' importance value (IV) was used to assess species-
specific dominance, which is quantified as the mean of relative height,
relative abundance, and relative coverage (Whittaker, 1965).

RH ¼ Height of a species
Height of all species

� 100% ð1Þ

RA ¼ Abundance of a species
Abundance of all species

� 100% ð2Þ

RC ¼ Coverage of a species
Coverage of all species

� 100% ð3Þ

E ¼ D0=S ð4Þ

D0 ¼ 1=
XS

i¼1

RA2
i ð5Þ

IV ¼ RH þ RAþ RC
3

ð6Þ

whereD′ is Simpson's reciprocal index of diversity (Simpson, 1949), S is
the total number of species included in this study (eight) and RAi is the
relative abundance for each species in each plot. Experimental
warming-induced changes in each variable were calculated from the
paired plots within each block in each year:

Warming induced changes ¼ Wv−Av

Av
� 100% ð7Þ

whereWv and Av were observed values fromwarming and ambient
treatments, respectively.

Linear mixed-effects (LME) models were conducted using the “lme”
function in “nlme” package (Zuur et al., 2009) to assess the effects of
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warming on soil temperature, soil moisture, soil inorganic N, species-
specific phenology, Simpson's evenness index and species dominance.
All of these variables were observed from 2011 to 2013. In the LME
models, we set warming, year, and their interactions as fixed effects
and plot nested within block as a random effect. We assessed the im-
pacts of warming on plant phenophases and species dominance sepa-
rately for each species. Residuals and residual variances for all
variables satisfied the assumptions of normality and homogeneity.

Linear mixed effects models were also used to explore the relation-
ship between shifts in species-specific plant phenology and the corre-
sponding changes in species dominance. The R-squared value of the
LME models was calculated by using the “r.squaredGLMM” function in
the “MuMIn” package. Experiment block, year, and species were consid-
ered as random effects when examining the relationships between
plant phenology and species dominance in LME models. To explore
thepotential factors affecting species phenology anddominance, redun-
dancy analysis (RDA) was conducted with the “vegan” package, with
treatment (ambient and warm) and environmental factors (soil tem-
perature, soil moisture, and soil inorganic N) as explanatory variables.
The importance of each explanatory variable was calculated by forward
selection with 999 unrestricted permutations. The RDAs were per-
formed separately for each plant phenological event and for species
dominance.

2.5. Data availability

The data associated with this paper are available from the online
supplementary file and from figshare (https://figshare.com/s/
4e7061a904f66d1a4504).

3. Results

3.1. Climate and soil N availability

The total annual precipitation was 447, 472, and 454 mm for 2011,
2012, and 2013, respectively. The mean annual air temperature was
1.5, 1.4, and 2.0 °C, and the mean soil temperature was 5.6, 5.3, and
Fig. 1.Effects of thewarming treatment on (A) soil temperature, (B) soil volumetricmoisture an
and P b 0.001 (***). Values are mean ± standard errors across years.
6.0 °C for 2011, 2012, and 2013, respectively (Fig. S2). Averaged across
the three consecutive years, experimental warming by OTCs signifi-
cantly increased upper layer (0–10 cm) soil temperature by 1.1 ±
0.1 °C (mean± standard error for six replicates; samebelow), increased
soil inorganic N by 10.9 ± 1.0%, and significantly decreased soil volu-
metric moisture by 2.8 ± 0.1% (Figs. 1 and S3). The interactive effects
of warming and year on soil temperature and soil inorganic N were
not statistically significant (Table S2). However, the warming effect on
soil volumetric moisture differed significantly among years, with reduc-
tions in soil moisture of 4.8 ± 0.2% in 2011, 2.6 ± 0.1% in 2012, and
1.2 ± 0.2% in 2013 (Table S2).

3.2. Leaf-out, leaf senescence and growing season length

The effects of warming on leaf-out, leaf senescence, and growing
season length differed significantly among species (Table S3 and
Fig. S4). Warming significantly advanced leaf-out dates for six of the
eight species, by 4.7 ± 0.6 to 7.4 ± 0.5 days, but had no effect on the
leaf-out date of Artemisia scoparia and Heteropappus altaicus (Table 1
and Fig. 2). Warming significantly delayed leaf senescence for Kobresia
humilis (3.2 ± 1.0 days), Artemisia scoparia (4.2 ± 0.5 days), and
Heteropappus altaicus (5.7±0.5 days), whilewarming advanced leaf se-
nescence for Gentiana squarrosa by 6.7 ± 0.7 days. Warming signifi-
cantly extended growing season length by 5.4 ± 1.1 to 9.0 ± 1.1 days
for five of the eight species, while warming did not affect growing sea-
son length for Artemisia scoparia, Heteropappus altaicus, and Gentiana
squarrosa.

When soil temperature, soil moisture, soil inorganic N, and the
warming treatment were used to constrain the ordination of species-
specific phenology with RDA, the full RDA model accounted for 57% of
variation in leaf-out, 70% in leaf senescence, and 66% in growing season
length (Fig. S5).

3.3. First flower, last flower and flower duration

Warming significantly advancedfirst flower dates for six of the eight
species, by 3.8 ± 0.6 to 7.3 ± 0.5 days, while warming significantly
d (C) soil inorganic nitrogen content. Asterisks indicate significant difference at P b 0.01 (**)

https://figshare.com/s/4e7061a904f66d1a4504
https://figshare.com/s/4e7061a904f66d1a4504
Image of Fig. 1


Table 1
F values for linear mixed-effects models of warming (W), year (Y) and their interactive (W × Y) effects on plant phenology for each species.

Species Treat-ment numDF denDF Leaf out Leaf senescence Growing days First flower Last flower Flower duration

Sk W 1 5 22.78** 4.29 24.54** 28.55** 2.75 31.34**
Y 2 20 0.36 8.79** 5.09* 0.83 0.51 1.42
W * Y 2 20 0.16 0.25 0.50 0.20 0.05 0.19

Pc W 1 5 61.87*** 0.75 18.11** 25.49** 7.39* 28.89**
Y 2 20 0.30 1.03 1.07 1.61 2.14 1.87
W * Y 2 20 0.04 0.07 0.10 0.41 0.27 0.62

Kc W 1 5 21.68** 0.03 9.23* 10.28* 15.22* 52.03***
Y 2 20 0.66 0.79 0.75 1.40 4.79* 4.42*
W * Y 2 20 0.66 0.04 0.48 0.86 0.38 2.59

Mr W 1 5 27.32** 0.23 14.92* 41.53** 0.14 30.05**
Y 2 20 2.69 0.35 1.73 2.90 1.89 3.13
W * Y 2 20 0.36 0.07 0.05 0.22 0.33 0.56

Kh W 1 5 25.67** 9.89* 42.02** 45.98** 0.20 12.70*
Y 2 20 7.09** 12.44*** 1.78 5.43* 1.48 4.64*
W * Y 2 20 0.10 0.44 0.17 0.03 0.60 0.36

As W 1 5 0.75 11.65* 2.01 4.50 16.60** 1.14
Y 2 20 0.57 0.78 1.05 1.26 0.68 0.28
W * Y 2 20 0.12 0.10 0.16 0.18 0.04 0.03

Ha W 1 5 3.96 32.63** 5.22 8.97* 39.56** 2.03
Y 2 20 5.18* 0.39 3.49* 2.20 12.58*** 2.73
W * Y 2 20 0.32 0.34 0.53 0.14 0.47 0.03

Gs W 1 5 41.92** 34.75** 0.26 47.43** 39.98** 0.06
Y 2 20 3.04 5.69* 0.45 5.27* 0.24 2.08
W * Y 2 20 0.12 1.42 0.40 0.92 1.61 0.22

numDF: numerator degrees of freedom. denDF: denominator degrees of freedom. Linear mixed-effects models were conducted separately for each species for each phenological obser-
vation.Warming (W), year (Y) and their interaction (W * Y) were considered as fixed factors, while plot nestedwithin block was considered as a random factor. Asterisks indicate signif-
icant differences at P b 0.05 (*), P b 0.01 (**) and P b 0.001 (***). Sk: Stipa krylovii. Pc: Poa crymophila. Kc: Koeleria cristata. Mr.: Medicago ruthenica. Kh: Kobresia humilis. As: Artemisia
scoparia. Ha: Heteropappus altaicus. Gs: Gentiana squarrosa.
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delayed first flowering by 3.9 ± 0.9 days for Heteropappus altaicus
(Table 1 and Figs. 3 and S4). Warming significantly delayed last flower
dates for Poa crymophila (3.0 ± 0.9 days), Koeleria cristata (3.7 ±
0.4 days), Artemisia scoparia (4.8 ± 0.7 days) and Heteropappus altaicus
(6.3 ± 0.4 days), while last flower was significantly advanced for
Gentiana squarrosa by 7.7± 0.8 days.Warming significantly lengthened
flower duration for five of the eight species, by 5.0 ± 1.1 to 8.8 ±
1.0 days, while it did not significantly affect flower duration for Artemi-
sia scoparia, Heteropappus altaicus, and Gentiana squarrosa (Fig. 3).

The RDA analysis showed that soil temperature and soil moisture
played more important roles than soil inorganic N in driving flowering
Fig. 2. Effects of warming on (A) leaf-out, (B) leaf senescence and (C) growing season length
P b 0.001 (***). Values show mean ± standard errors. Sk: Stipa krylovii. Pc: Poa crymophila. Kc:
Heteropappus altaicus. Gs: Gentiana squarrosa.
phenology. Soil temperature and soil moisture together explained 54%
of the variation in first flower, 64% in last flower, and 62% in flower du-
ration, respectively (Fig. S6).

3.4. Plant species dominance

Warming significantly decreased plant community evenness when
calculated for the eight common species, and it had differential impacts
on species dominance (Fig. 4, and Tables S4 and S5). Specifically,
warming significantly increased the dominance of Stipa krylovii, Poa
crymophila, Koeleria cristata, Medicago ruthenica and Kobresia humilis,
for each species. Asterisks indicate significant differences at P b 0.05 (*), P b 0.01 (**) and
Koeleria cristata. Mr.: Medicago ruthenica. Kh: Kobresia humilis. As: Artemisia scoparia. Ha:

Image of Fig. 2


Fig. 3.Effects ofwarming on (A) first flower, (B) last flower and (C)flower duration for each species. Asterisks indicate significant differences at P b 0.05 (*), P b 0.01 (**) and P b 0.001 (***).
Values show mean ± standard errors. Sk: Stipa krylovii. Pc: Poa crymophila. Kc: Koeleria cristata. Mr.: Medicago ruthenica. Kh: Kobresia humilis. As: Artemisia scoparia. Ha: Heteropappus
altaicus. Gs: Gentiana squarrosa.
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while warming decreased the dominance of Artemisia scoparia,
Heteropappus altaicus and Gentiana squarrosa. The five species with in-
creased dominance underwarming exhibitednegative relationships be-
tween community evenness and dominance (Fig. S7). The RDA analysis
with treatment and environmental variables accounted for 41% of the
variation in species dominance (Fig. S8). In general, species with a
greater extension in growing season length and flower duration tended
to increase their dominance, at the expense of community evenness
(Fig. 5). Specifically, changes in growing season length and flower dura-
tion explained 27% and 22% of the variance in changes in species domi-
nance, respectively. By contrast, there was no relationship between
changes in phenological firsts or phenological lasts with changes in spe-
cies dominance (Fig. 5).
Fig. 4.Warming effects on (A) Simpson evenness index and (B) species dominance. Asterisks in
mean ± standard errors. Dominance was calculated as the mean of relative height, relative abu
krylovii. Pc: Poa crymophila. Kc: Koeleria cristata. Mr.:Medicago ruthenica. Kh: Kobresia humilis.
4. Discussion

Our results support the emerging trend that species-specific pheno-
logical firsts (leaf-out and first flower) and lasts (leaf senescence and
last flower) are differentially sensitive to climate warming (Figs. 2-3)
(Dorji et al., 2020). Some studies have reported no relation between
shifts in plant phenology and community properties, but such studies
have focused solely on linking phenological firsts with community dy-
namics (Block et al., 2019;McLean et al., 2016). Our results advance un-
derstanding of the relationship between plant phenology and
community composition by linking full phenological periods (growing
season length andflower duration)with species dominance (i.e., the av-
erage of species relative height, abundance and cover). These processes
dicate significant differences at P b 0.05 (*), P b 0.01 (**) and P b 0.001 (***). Values show
ndance, and relative coverage; see the methods section for detailed information. Sk: Stipa
As: Artemisia scoparia. Ha: Heteropappus altaicus. Gs: Gentiana squarrosa.

Image of Fig. 3
Image of Fig. 4


Fig. 5.Relationships between changes in species dominance and shifts in species (A) leaf-out, (B) leaf senescence, (C) growing season length, (D) first flower, (E) last flower and (F) flower
duration. Positive relationshipswere observed between changes in species dominance and flower duration (Y= 0.037 X – 0.228, R2=0.832, df= 6, F=35.730, P=0.001) and growing
season length (Y= 0.042 X – 0.267, R2=0.784, df= 6, F=21.800, P=0.003). The solid lines denote significantmodel slopes of the linearmixed effects models, and shaded areas show
the95% CI for slopes. Data is averaged by species across the three years. Sk: Stipa krylovii. Pc: Poa crymophila. Kc:Koeleria cristata. Mr.:Medicago ruthenica. Kh:Kobresia humilis. As: Artemisia
scoparia. Ha: Heteropappus altaicus. Gs: Gentiana squarrosa.
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and their linkages have rarely been explored. Importantly, we find that
shifts in full phenological periods, rather than single phenological firsts
or phenological lasts, are associated with changes in species dominance
(Fig. 5). Although longer-duration studies are needed to fully assess
long-lived species turnover under warming in this alpine community,
our results stress that (1) the sole observation of phenological firsts pro-
vides an incomplete picture for assessing and predicting response of
plant phenology and plant species turnover to climate warming, and
(2) shifts in full phenological periods provide useful indicators of how
climatic warming may affect species dominance, and by extension,
community structure.

4.1. Shifts in plant phenology are associated with species dominance

Across the eight most abundant species in our study area, shifts in
full phenological periods were significant predictors of changes in spe-
cies dominance (Fig. 5). Specifically, species that increased their relative
dominance under warming experienced significantly longer full pheno-
logical periods. On the other hand, for species that experienced a de-
crease in dominance under warming, all underwent a directional shift
in their phenology (two forbs, A. scoparia and H. altaicus, shifted later,
and one forb, G. squarrosa, shifted earlier), without significantly altering
their growing season length or flower duration (Figs. 2, 3 and 5).

We propose three non-exclusive hypotheses for how shifts in
species-specific plant phenology may impact species dominance. First,
a relatively longer full phenological period couldmitigate potential phe-
nological mismatches between plant growth and optimal environmen-
tal conditions (e.g. temperature and moisture) (Augspurger, 2013;
Wheeler et al., 2015). Species with relatively longer growing season
lengths and flower durations can better capture favorable growing con-
ditions, potentially increasing their competitive advantages over others
(CaraDonna et al., 2014; Ernakovich et al., 2014). For example, shifts in
flower duration could affect plant reproduction and plant community
composition if these shifts caused significantmismatches with the opti-
mal climate conditions for seed maturation (Forrest, 2015; Høye et al.,
2013; Rafferty and Ives, 2011). However, if a longer growing season or
flower duration results solely from a unidirectional advance or delay
in either phenological firsts or phenological lasts, this could leave
those species vulnerable to adverse conditions at the shoulders of the
growing season. For example, substantial advancement of leaf-out and
first flower dates of Gentiana squarrosa were not accompanied by in-
creased dominance (Figs. 2-4). One explanation might be that a large
advance of phenological firsts could increase the likelihood of exposure
to spring frost damage or herbivory by spring-active insects
(Richardson et al., 2018), which could decrease species dominance in
the community.

Second, lengthening of the growing season or flower duration could
help species avoid potential trophic mismatches (CaraDonna et al.,
2014; Fridley et al., 2016; Renner and Zohner, 2018). For mutualistic
plant-animal relationships, for example, phenological mismatches be-
tween flowers and pollinators could have crucial effects on plant com-
munity composition through reduced plant fitness over time (Elzinga
et al., 2007; Schermer et al., 2020; Schmidt et al., 2016). A similar
study conducted in three natural deciduous forests in northern Japan
showed that species with shortened flower duration could experience
pollination failure, leading to lower seed production and consequently
reduced dominance within the community (Kudo and Ida, 2013). Con-
versely, a lengthened growing season or flower duration could help
plants remain in sync with their pollinators, despite an advance or
delay in the pollinators' own phenology.

Third, a longer growing season would allow for longer periods of
photosynthetic activity, nutrient acquisition, and therefore more re-
source allocation to growth, fecundity, or survival mechanisms, which
could eventually increase the relative cover and abundance of a plant
species (Ernakovich et al., 2014; Fridley et al., 2016). Similarly, species
with prolonged flower duration could support increased seed produc-
tion and reproductive success, which could also lead to increased abun-
dance (CaraDonna et al., 2014; Craufurd andWheeler, 2009). Discussion
onwhichmechanisms ismore important thanothers is interesting but a
little beyond the scope of this study, for example, because we could not
evaluate the pollinators with the current experiment design.

Our results suggest that ongoing climate warming will reshape
community structure towards dominance by species with length-
ened phenophases (Fig. 5). The species we monitored comprised

Image of Fig. 5
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most of the plant community biomass (N 85%) and cover (N 90%)
under ambient conditions (Table S1). The most dominant of these
species increased their dominance further under warming treat-
ments (Fig. 4), which suggests that shifts in plant phenology and
concomitant increases in resource use by dominant species could
cause gradual biodiversity losses via losses of non-dominant and/or
rare species, thereby moving the community towards biotic homog-
enization (Dawson et al., 2011; McKinney and Lockwood, 1999;
Savage and Vellend, 2015; Smith and Knapp, 2003). Previous work
in this system and elsewhere on the Tibetan Plateau has shown
that warming by OTCs can cause large and rapid species loss (Dorji
et al., 2018; Klein et al., 2004; Yang et al., 2018). Our results suggest
that shifting dominance could be a mechanism of species loss be-
cause community evenness was negatively related to the dominance
value of the five most-dominant species (Fig. S7). Such changes in
species dominance could also be related to competitive or facilitative
interactions between species (Alexander and Levine, 2019; Callaway
et al., 2002; Choler et al., 2001). For example, shared mycorrhizal
networks among the dominant species could enable them to share
resources and outcompete the less-dominant forbs (Li et al., 2018).
In addition, other studies have suggested that the these dominant
species on the Tibetan Plateau are likely more resilient to the pheno-
logical mismatches than other less-dominant forbs, for example,
they generally rely less on pollinators than do other forbs (Klein
et al., 2004; Liu et al., 2014).

4.2. Advanced leaf-out and first flower dates

Warming significantly advanced leaf-out and first flower dates for
six of the eight species (Figs. 2-3). Higher temperatures with climatic
warming may reduce the number of days required for plants to reach
the cumulated thermal requirements for a given phenological event.
This is particularly critical in cold environments such as the Tibetan Pla-
teau (Piao et al., 2015; Suonan et al., 2017). Open top chambers were
installed year-round across the whole experimental period. During the
growing season, increased soil temperature probably stimulated de-
composition and nutrient cycling (Estiarte and Peñuelas, 2015). Indeed,
we observed that total soil inorganic nitrogen concentrations increased
significantly under the warming treatment, which could facilitate plant
growth through increased soil N availability (Chen et al., 2017a). At the
beginning of the growing season, higher temperatures would prevent
soil water from freezing and support both plant and microbial activities
(Chen et al., 2017a; Suonan et al., 2017). During the non-growing sea-
son, higher temperatures may also advance leaf-out, although a certain
period of chilling may also be required prior to initiation of leaf-out
(Guo et al., 2019; Marchin et al., 2015; Perry et al., 2020). However, be-
cause the mean winter soil temperature was quite low at our study site
(Chen et al., 2017b), it is less likely that OTCs raised soil temperatures
enough to break the winter chilling requirement threshold (Suonan
et al., 2017).

4.3. Species-specific responses of leaf senescence and last flower dates

The effects of warming on phenological lasts varied among the
eight species (Figs. 2-3). Warming effects on leaf senescence and
last flower dates were likely jointly controlled by complex interac-
tions of biotic and abiotic factors, such as changes in soil tempera-
ture, soil moisture, and soil nutrient availability (Ernakovich et al.,
2014; Estiarte and Peñuelas, 2015; Gill et al., 2015). Changes in
these factors may advance or delay phenological lasts, depending
on their balanced effects. It has been suggested that phenological
lasts may be less plastic than phenological firsts to ensure amore sta-
ble fruiting period (Jiang et al., 2016). This could help explain why
the magnitude of change under warming tended to be smaller for
phenological lasts than firsts (Figs. 2-3). The underlying driving
mechanisms for plant growth and maintenance of plant metabolic
activities are also highly variable among species (Myers-Smith
et al., 2015). For example, some plant species are more sensitive to
reductions in soil moisture, while others may be more responsive
to changes in soil N availability (Engelbrecht et al., 2007; White
et al., 2000). Interactions of the direct and indirect effects of warming
on those biotic and abiotic factors can interactively constrain vegeta-
tion production in alpine plant communities (Berdanier and Klein,
2011), with potentially differential consequences for species' phe-
nology and dominance.

Species within the same plant functional group varied in how their
leaf senescence and last flower dates responded to experimental
warming. Among the three forb species, warming advanced leaf senes-
cence and last flower dates for Gentiana squarrosa but delayed them for
Heteropappus altaicus and Artemisia scoparia (Figs. 2-3). However, the
reasons for the different responses of phenological lasts among the
three forbs are unclear. Some recent studies reported that plant func-
tional traits (e.g., leaf morphology and plant height) probably had criti-
cal effects on plant phenology even within the same plant functional
group (Dorji et al., 2013; Guerin et al., 2012; Kraft et al., 2015). These re-
sults call for caution when using plant functional group as a predictor of
the effects of warming on plant phenology.

4.4. Uncertainties

Our results highlight the novel links between full phenological pe-
riods and species dominance, which help advance understanding of
species turnover under warming. However, phenology is a complex
plant trait that can be directly and indirectly linked to several biotic
and abiotic processes (Cleland et al., 2007; Nicotra et al., 2010;
Parmesan, 2006). Thus, to what extent our composition results are
driven by phenology is difficult to ascertain. Other mechanisms may
also contribute to the changes in species turnover rate under changing
climate, such as changes in species competitive and facilitative interac-
tions that affect resource utilization and efficiency (Alexander and
Levine, 2019; Callaway et al., 2002; Choler et al., 2001; Germain et al.,
2018). Yet, recent work indicates that plant phenology can also be an
important mediator of these species interactions under changing cli-
mate (Alexander and Levine, 2019).

In addition to the direct effects of warming on vegetation, warming
by OTCs could also affect plant phenology and species dominance via in-
direct pathways, such as the observed OTC-induced changes in soil vol-
umetric moisture and soil inorganic N content (Fig. 1). These indirect
impacts to the soil environment likely cause species-specific phenology
and dominance responses via particular traits, such as some species'
deeper rooting depths that allow them to access limited soil water
(Dorji et al., 2013; Marchin et al., 2015; Nicotra et al., 2010). Although
additional research would be required to explicitly and systematically
explore the direct and indirect effects of climate warming on plant phe-
nology and species interactions, as well as their possible consequences
for species turnover rates, it is also unlikely that climate warming will
proceed without attendant changes to soil resources. In addition, by fo-
cusing only on the eight species that were present across all experimen-
tal plots in this study, some uncertainties about community-level
phenology and species composition remain. To strengthen our findings,
representation of all species from the experimental plots are warranted
in future studies.

The OTCs used in this study were carefully constructed following
the method developed by the International Tundra Experiment
(Marion et al., 1997). We acknowledge some intrinsic drawbacks as-
sociated with OTCs, such as large increases in air temperature, reduc-
tions in soil moisture, and reduced wind speeds (Chen et al., 2017a;
Chen et al., 2017b). Despite those drawbacks, OTCs are widely used
in many different ecosystems, especially in remote and harsh regions
where electricity is unavailable (Baruah et al., 2017; Dorji et al.,
2013). Indeed, every experimental warming method has its own ad-
vantages and disadvantages (Chen et al., 2015), thus our results
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would be strengthened through comparison with those from other
studies using different warming methods. In addition, OTC-induced
changes in air temperature were not documented, because the sen-
sors were damaged by the strong radiation on the Tibetan Plateau
at that time, limiting our capability to carry out a more detailed as-
sessment of the effects of increased air temperature on phenology
and species dominance.

5. Conclusion

Our results from the cold Tibetan Plateau stress that shifts in pheno-
logical firsts are inadequate to predict the ecological consequences of
climatic warming on plant phenology and plant species turnover.
Rather, we find considerable variability among species in howwarming
impacts the first and last dates of their phenological patterns. As a con-
sequence, it is changes in full phenological periods and phenological
lasts, and how these varies among species, that relate most strongly to
changes in species dominance. Our results provide novel insights for un-
derstanding the effects of climate warming on plant phenology and
plant species turnover in a climatically sensitive ecosystem and under-
score the need to assess how climaticwarmingwill impact phenological
lasts and full phenological periods.

Credit author statement

Ji Chen, Yiqi Luo and Junji Cao: Conceptualization, Methodology. Ji
Chen, Yuxin Chen, Kelly A. Hopping, and Yuefang Zhang: Software, Val-
idation, Data curation,Writing- Original draft preparation. Ji Chen, Kelly
A. Hopping, Andrew J. Felton, Shuli Niu, Xiaoli Cheng, Jørgen Eivind
Olesen, Mathias Neumann Andersen and Uffe Jørgensen: Writing-
Reviewing and Editing. All authors contributed substantially to the re-
peatedly review and revisions.

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

This study was funded by Aarhus University's Centre for Circular
Bioeconomy (http://cbio.au.dk/en/), Aarhus University Research Foun-
dation AUFF Starting Grants (AUFF-E-2019-7-1) and a Marie
Skłodowska-Curie Individual Fellowship H2020-MSCA-IF-2018 (No.
839806). Ji Chen acknowledges financial support for the field measure-
ments from the National Natural Science Foundation of China
(41701292) and China Postdoctoral Science Foundation
(2017M610647, 2018T111091).

Authorship

JC, YQL and JJC designed the study. JC, YXC, KAH, and YFZ analyzed
the data.

JC, YXC, KAH, SLN, XLC, YFZ, UJ and JEO collaborated on data synthe-
sis and interpretation. JC, AJF, and KAH wrote the manuscript. All au-
thors contributed substantially to revisions.

ORCID

Ji Chen, https://orcid.org/0000-0001-7026-6312
Yuxin Chen, https://orcid.org/0000-0003-0658-7562
Andrew J. Felton, https://orcid.org/0000-0002-1533-6071
Kelly A. Hopping, https://orcid.org/0000-0002-0557-0526
Shuli Niu, https://orcid.org/0000-0002-2394-2864
Jørgen Eivind Olesen, https://orcid.org/0000-0002-6639-1273
Appendix A. Supplementary data

Additional Supporting Information may be found online in the
supporting information tab for this article.Supplementary data to this
article can be found online at https://doi.org/10.1016/j.scitotenv.2020.
138891.
References

Alexander, J.M., Levine, J.M., 2019. Earlier phenology of a nonnative plant increases im-
pacts on native competitors. Proc. Natl. Acad. Sci. 116, 6199–6204. https://doi.org/
10.1073/pnas.1820569116.

Augspurger, C.K., 2013. Reconstructing patterns of temperature, phenology, and frost
damage over 124 years: spring damage risk is increasing. Ecology 94, 41–50.
https://doi.org/10.1890/12-0200.1.

Bahuguna, R.N., Jagadish, K.S.V., 2015. Temperature regulation of plant phenological de-
velopment. Environ. Exp. Bot. 111, 83–90. https://doi.org/10.1016/j.
envexpbot.2014.10.007.

Baruah, G., Molau, U., Yang, B., Alatalo, J.M., 2017. Community and species-specific re-
sponses of plant traits to 23 years of experimental warming across subarctic tundra
plant communities. Sci. Rep. 7, 2571. https://doi.org/10.1038/s41598-017-02595-2.

Berdanier, A.B., Klein, J.A., 2011. Growing season length and soil moisture interactively
constrain high elevation aboveground net primary production. Ecosystems 14,
963–974. https://doi.org/10.1007/s10021-011-9459-1.

Block, S., Alexander, J.M., Levine, J.M., 2019. Phenological plasticity is a poor predictor of
subalpine plant population performance following experimental climate change.
Oikos 129, 184–193. https://doi.org/10.1111/oik.06667.

Callaway, R.M., Brooker, R.W., Choler, P., Kikvidze, Z., Lortie, C.J., Michalet, R., et al., 2002.
Positive interactions among alpine plants increase with stress. Nature 417, 844–848.
https://doi.org/10.1038/nature00812.

CaraDonna, P.J., Iler, A.M., Inouye, D.W., 2014. Shifts in flowering phenology reshape a
subalpine plant community. Proc. Natl. Acad. Sci. 111, 4916–4921. https://doi.org/
10.1073/pnas.1323073111.

Cayton, H.L., Haddad, N.M., Gross, K., Diamond, S.E., Ries, L., 2015. Do growing degree days
predict phenology across butterfly species? Ecology 96, 1473–1479. https://doi.org/
10.1890/15-0131.1.

Chen, J., Luo, Y., Xia, J., Jiang, L., Zhou, X., Lu, M., et al., 2015. Stronger warming effects on
microbial abundances in colder regions. Sci. Rep. 5, 18032. https://doi.org/10.1038/
srep18032.

Chen, J., Luo, Y., Xia, J., Shi, Z., Jiang, L., Niu, S., et al., 2016. Differential responses of ecosys-
tem respiration components to experimental warming in a meadow grassland on the
Tibetan Plateau. Agric. For. Meteorol. 220, 21–29. https://doi.org/10.1016/j.
agrformet.2016.01.010.

Chen, J., Luo, Y., Xia, J., Wilcox, K.R., Cao, J., Zhou, X., et al., 2017a. Warming effects on eco-
system carbon fluxes are modulated by plant functional types. Ecosystems 20,
515–526. https://doi.org/10.1007/s10021-016-0035-6.

Chen, J., Zhou, X., Hruska, T., Cao, J., Zhang, B., Liu, C., et al., 2017b. Asymmetric diurnal and
monthly responses of ecosystem carbon fluxes to experimental warming. CLEAN –
Soil, Air, Water 45, 1600557. https://doi.org/10.1002/clen.201600557.

Chen, J., Luo, Y., Xia, J., Zhou, X., Niu, S., Shelton, S., et al., 2018. Divergent responses of eco-
system respiration components to livestock exclusion on the Qinghai Tibetan Plateau.
Land Degrad. Dev. 29, 1726–1737. https://doi.org/10.1002/ldr.2981.

Chen, J., Zhang, Y.F., Luo, Y.Q., Zhou, X.H., Jiang, Y., Zhao, J., et al., 2019. Contrasting re-
sponses after fires of the source components of soil respiration and ecosystem respi-
ration. Eur. J. Soil Sci. 70, 616–629. https://doi.org/10.1111/ejss.12786.

Chmura, H.E., Kharouba, H.M., Ashander, J., Ehlman, S.M., Rivest, E.B., Yang, L.H., 2019. The
mechanisms of phenology: the patterns and processes of phenological shifts. Ecol.
Monogr. 89, e01337. https://doi.org/10.1002/ecm.1337.

Choler, P., Michalet, R., Callaway, R.M., 2001. Facilitation and competition on gradients in
alpine plant communities. Ecology 82, 3295–3308. https://doi.org/10.1890/0012-
9658(2001)082[3295:FACOGI]2.0.CO;2.

Cleland, E.E., Chuine, I., Menzel, A., Mooney, H.A., Schwartz, M.D., 2007. Shifting plant phe-
nology in response to global change. Trends Ecol. Evol. 22, 357–365. https://doi.org/
10.1016/j.tree.2007.04.003.

Craufurd, P.Q., Wheeler, T.R., 2009. Climate change and the flowering time of annual
crops. J. Exp. Bot. 60, 2529–2539. https://doi.org/10.1093/jxb/erp196.

Damgaard, C., 2014. Estimating mean plant cover from different types of cover data: a co-
herent statistical framework. Ecosphere 5, 1–7. https://doi.org/10.1890/ES13-
00300.1.

Dawson, T.P., Jackson, S.T., House, J.I., Prentice, I.C., Mace, G.M., 2011. Beyond predictions:
biodiversity conservation in a changing climate. science 332, 53–58. https://doi.org/
10.1126/science.1200303.

de Valpine, P., Harte, J., 2001. Plant responses to experimental warming in a montane
meadow. Ecology 82, 637–648. https://doi.org/10.1890/0012-9658(2001)082[0637:
PRTEWI]2.0.CO;2.

Deutsch, C.A., Tewksbury, J.J., Huey, R.B., Sheldon, K.S., Ghalambor, C.K., Haak, D.C., et al.,
2008. Impacts of climate warming on terrestrial ectotherms across latitude. Proc.
Natl. Acad. Sci. 105, 6668–6672. https://doi.org/10.1073/pnas.0709472105.

Diez, J.M., Ibáñez, I., Miller-Rushing, A.J., Mazer, S.J., Crimmins, T.M., Crimmins, M.A., et al.,
2012. Forecasting phenology: from species variability to community patterns. Ecol.
Lett. 15, 545–553. https://doi.org/10.1111/j.1461-0248.2012.01765.x.

Dorji, T., Totland, O., Moe, S.R., Hopping, K.A., Pan, J., Klein, J.A., 2013. Plant functional traits
mediate reproductive phenology and success in response to experimental warming

http://cbio.au.dk/en/
https://orcid.org/0000-0001-7026-6312
https://orcid.org/0000-0003-0658-7562
https://orcid.org/0000-0002-1533-6071
https://orcid.org/0000-0002-0557-0526
https://orcid.org/0000-0002-2394-2864
https://orcid.org/0000-0002-6639-1273
https://doi.org/10.1016/j.scitotenv.2020.138891
https://doi.org/10.1016/j.scitotenv.2020.138891
https://doi.org/10.1073/pnas.1820569116
https://doi.org/10.1073/pnas.1820569116
https://doi.org/10.1890/12-0200.1
https://doi.org/10.1016/j.envexpbot.2014.10.007
https://doi.org/10.1016/j.envexpbot.2014.10.007
https://doi.org/10.1038/s41598-017-02595-2
https://doi.org/10.1007/s10021-011-9459-1
https://doi.org/10.1111/oik.06667
https://doi.org/10.1038/nature00812
https://doi.org/10.1073/pnas.1323073111
https://doi.org/10.1073/pnas.1323073111
https://doi.org/10.1890/15-0131.1
https://doi.org/10.1890/15-0131.1
https://doi.org/10.1038/srep18032
https://doi.org/10.1038/srep18032
https://doi.org/10.1016/j.agrformet.2016.01.010
https://doi.org/10.1016/j.agrformet.2016.01.010
https://doi.org/10.1007/s10021-016-0035-6
https://doi.org/10.1002/clen.201600557
https://doi.org/10.1002/ldr.2981
https://doi.org/10.1111/ejss.12786
https://doi.org/10.1002/ecm.1337
https://doi.org/10.1890/0012-9658(2001)082<3295:FACOGI>2.0.CO;2
https://doi.org/10.1890/0012-9658(2001)082<3295:FACOGI>2.0.CO;2
https://doi.org/10.1016/j.tree.2007.04.003
https://doi.org/10.1016/j.tree.2007.04.003
https://doi.org/10.1093/jxb/erp196
https://doi.org/10.1890/ES13-00300.1
https://doi.org/10.1890/ES13-00300.1
https://doi.org/10.1126/science.1200303
https://doi.org/10.1126/science.1200303
https://doi.org/10.1890/0012-9658(2001)082<0637:PRTEWI>2.0.CO;2
https://doi.org/10.1890/0012-9658(2001)082<0637:PRTEWI>2.0.CO;2
https://doi.org/10.1073/pnas.0709472105
https://doi.org/10.1111/j.1461-0248.2012.01765.x


10 J. Chen et al. / Science of the Total Environment 728 (2020) 138891
and snow addition in Tibet. Glob. Chang. Biol. 19, 459–472. https://doi.org/10.1111/
gcb.12059.

Dorji, T., Hopping, K.A., Wang, S., Piao, S., Tarchen, T., Klein, J.A., 2018. Grazing and spring
snow counteract the effects of warming on an alpine plant community in Tibet
through effects on the dominant species. Agric. For. Meteorol. 263, 188–197.
https://doi.org/10.1016/j.agrformet.2018.08.017.

Dorji, T., Hopping, K.A., Meng, F., Wang, S., Jiang, L., Klein, J.A., 2020. Impacts of climate
change on flowering phenology and production in alpine plants: the importance of
end of flowering. Agric. Ecosyst. Environ. 291, 106795. https://doi.org/10.1016/j.
agee.2019.106795.

Dunne, J.A., Harte, J., Taylor, K.J., 2003. Subalpine meadow flowering phenology re-
sponses to climate change: integrating experimental and gradient methods.
Ecol. Monogr. 73, 69–86. https://doi.org/10.1890/0012-9615(2003)073[0069:
smfprt]2.0.co;2.

Elzinga, J.A., Atlan, A., Biere, A., Gigord, L., Weis, A.E., Bernasconi, G., 2007. Time after time:
flowering phenology and biotic interactions. Trends Ecol. Evol. 22, 432–439. https://
doi.org/10.1016/j.tree.2007.05.006.

Engelbrecht, B.M.J., Comita, L.S., Condit, R., Kursar, T.A., Tyree, M.T., Turner, B.L., et al.,
2007. Drought sensitivity shapes species distribution patterns in tropical forests. Na-
ture 447, 80–82. https://doi.org/10.1038/nature05747.

Ensing, D.J., Eckert, C.G., 2019. Interannual variation in season length is linked to strong
co-gradient plasticity of phenology in a montane annual plant. New Phytol. 224,
1184–1200. https://doi.org/10.1111/nph.16009.

Ernakovich, J.G., Hopping, K.A., Berdanier, A.B., Simpson, R.T., Kachergis, E.J., Steltzer, H., et
al., 2014. Predicted responses of arctic and alpine ecosystems to altered seasonality
under climate change. Glob. Chang. Biol. 20, 3256–3269. https://doi.org/10.1111/
gcb.12568.

Estiarte, M., Peñuelas, J., 2015. Alteration of the phenology of leaf senescence and fall in
winter deciduous species by climate change: effects on nutrient proficiency. Glob.
Chang. Biol. 21, 1005–1017. https://doi.org/10.1111/gcb.12804.

Forrest, J.R.K., 2015. Plant–pollinator interactions and phenological change: what can we
learn about climate impacts from experiments and observations? Oikos 124, 4–13.
https://doi.org/10.1111/oik.01386.

Forrest, J., Miller-Rushing, A.J., 2010. Toward a synthetic understanding of the role of phe-
nology in ecology and evolution. Philosophical Transactions of the Royal Society B: Bi-
ological Sciences 365, 3101–3112. https://doi.org/10.1098/rstb.2010.0145.

Fridley, J.D., Lynn, J.S., Grime, J.P., Askew, A.P., 2016. Longer growing seasons shift grass-
land vegetation towards more-productive species. Nat. Clim. Chang. 6, 865–868.
https://doi.org/10.1038/nclimate3032.

Gallinat, A.S., Primack, R.B., Wagner, D.L., 2015. Autumn, the neglected season in climate
change research. Trends Ecol. Evol. 30, 169–176. https://doi.org/10.1016/j.
tree.2015.01.004.

Germain, R.M., Williams, J.L., Schluter, D., Angert, A.L., 2018. Moving character displace-
ment beyond characters using contemporary coexistence theory. Trends Ecol. Evol.
33, 74–84. https://doi.org/10.1016/j.tree.2017.11.002.

Gill, A.L., Gallinat, A.S., Sanders-DeMott, R., Rigden, A.J., Gianotti, D.J.S., Mantooth, J.A., et
al., 2015. Changes in autumn senescence in northern hemisphere deciduous trees:
a meta-analysis of autumn phenology studies. Ann. Bot. 116, 875–888. https://doi.
org/10.1093/aob/mcv055.

Godoy, O., Bartomeus, I., Rohr, R.P., Saavedra, S., 2018. Towards the integration of niche
and network theories. Trends Ecol. Evol. 33, 287–300. https://doi.org/10.1016/j.
tree.2018.01.007.

Guerin, G.R., Wen, H., Lowe, A.J., 2012. Leaf morphology shift linked to climate change.
Biol. Lett. 8, 882–886. https://doi.org/10.1098/rsbl.2012.0458.

Guo, L., Chen, J., Luedeling, E., He, J.-S., Cheng, J., Wen, Z., et al., 2018. Early-spring soil
warming partially offsets the enhancement of alpine grassland aboveground produc-
tivity induced by warmer growing seasons on the Qinghai-Tibetan Plateau. Plant Soil
425, 177–188. https://doi.org/10.1007/s11104-018-3582-0.

Guo, L., Wang, J., Li, M., Liu, L., Xu, J., Cheng, J., et al., 2019. Distribution margins as natural
laboratories to infer species’ flowering responses to climate warming and implica-
tions for frost risk. Agric. For. Meteorol. 268, 299–307. https://doi.org/10.1016/j.
agrformet.2019.01.038.

Høye, T.T., Post, E., Schmidt, N.M., Trøjelsgaard, K., Forchhammer, M.C., 2013. Shorter
flowering seasons and declining abundance of flower visitors in a warmer Arctic.
Nat. Clim. Chang. 3, 759–763. https://doi.org/10.1038/nclimate1909.

Iler, A.M., Høye, T.T., Inouye, D.W., Schmidt, N.M., 2013. Nonlinear flowering responses to
climate: are species approaching their limits of phenological change? Philosophical
Transactions of the Royal Society of London B: Biological Sciences 368, 20120489.
https://doi.org/10.1098/rstb.2012.0489.

Jiang, L.L., Wang, S.P., Meng, F.D., Duan, J.C., Niu, H.S., Xu, G.P., et al., 2016. Relatively stable
response of fruiting stage to warming and cooling relative to other phenological
events. Ecology 97, 1961–1969. https://doi.org/10.1002/ecy.1450.

Klein, J.A., Harte, J., Zhao, X.-Q., 2004. Experimental warming causes large and rapid spe-
cies loss, dampened by simulated grazing, on the Tibetan Plateau. Ecol. Lett. 7,
1170–1179. https://doi.org/10.1111/j.1461-0248.2004.00677.x.

Kraft, N.J.B., Godoy, O., Levine, J.M., 2015. Plant functional traits and the multidimensional
nature of species coexistence. Proc. Natl. Acad. Sci. 112, 797–802. https://doi.org/
10.1073/pnas.1413650112.

Kudo, G., Ida, T.Y., 2013. Early onset of spring increases the phenological mismatch be-
tween plants and pollinators. Ecology 94, 2311–2320. https://doi.org/10.1890/12-
2003.1.

Leblans, N.I.W., Sigurdsson, B.D., Vicca, S., Fu, Y., Penuelas, J., Janssens, I.A., 2017. Phenolog-
ical responses of Icelandic subarctic grasslands to short-term and long-term natural
soil warming. Glob. Chang. Biol. 23, 4932–4945. https://doi.org/10.1111/gcb.13749.

Li, X., Xu, M., Christie, P., Li, X., Zhang, J., 2018. Large elevation and small host plant differ-
ences in the arbuscular mycorrhizal communities of montane and alpine grasslands
on the Tibetan plateau. Mycorrhiza 28, 605–619. https://doi.org/10.1007/s00572-
018-0850-z.

Li, X., Guo, W., Chen, J., Ni, X., Wei, X., 2019. Responses of vegetation green-up date to
temperature variation in alpine grassland on the Tibetan Plateau. Ecol. Indic. 104,
390–397. https://doi.org/10.1016/j.ecolind.2019.05.003.

Liu, J.-Q., Duan, Y.-W., Hao, G., Ge, X.-J., Sun, H., 2014. Evolutionary history and underlying
adaptation of alpine plants on the Qinghai–Tibet plateau. J. Syst. Evol. 52, 241–249.
https://doi.org/10.1111/jse.12094.

Marchin, R.M., Salk, C.F., Hoffmann, W.A., Dunn, R.R., 2015. Temperature alone does not
explain phenological variation of diverse temperate plants under experimental
warming. Glob. Chang. Biol. 21, 3138–3151. https://doi.org/10.1111/gcb.12919.

Marion, G.M., HENRY, G.H.R., Freckman, D.W., Johnstone, J., Jones, G., Jones, M.H., et al.,
1997. Open-top designs for manipulating field temperature in hig-latitude ecosys-
tems. Glob. Chang. Biol. 3, 20–32. https://doi.org/10.1111/j.1365-2486.1997.gcb136.
x.

McKinney, M.L., Lockwood, J.L., 1999. Biotic homogenization: a few winners replacing
many losers in the next mass extinction. Trends Ecol. Evol. 14, 450–453. https://doi.
org/10.1016/S0169-5347(99)01679-1.

McLean, N., Lawson, C.R., Leech, D.I., van de Pol, M., 2016. Predicting when climate-driven
phenotypic change affects population dynamics. Ecol. Lett. 19, 595–608. https://doi.
org/10.1111/ele.12599.

Myers-Smith, I.H., Elmendorf, S.C., Beck, P.S.A., Wilmking, M., Hallinger, M., Blok, D., et al.,
2015. Climate sensitivity of shrub growth across the tundra biome. Nat. Clim. Chang.
5, 887–891. https://doi.org/10.1038/nclimate2697.

Nicotra, A.B., Atkin, O.K., Bonser, S.P., Davidson, A.M., Finnegan, E.J., Mathesius, U., et al.,
2010. Plant phenotypic plasticity in a changing climate. Trends Plant Sci. 15,
684–692. https://doi.org/10.1016/j.tplants.2010.09.008.

Ovaskainen, O., Skorokhodova, S., Yakovleva, M., Sukhov, A., Kutenkov, A., Kutenkova, N.,
et al., 2013. Community-level phenological response to climate change. Proc. Natl.
Acad. Sci. U. S. A. 110, 13434–13439. https://doi.org/10.1073/pnas.1305533110.

Parmesan, C., 2006. Ecological and evolutionary responses to recent climate change.
Annu. Rev. Ecol. Evol. Syst. 37, 637–669. https://doi.org/10.1146/annurev.
ecolsys.37.091305.110100.

Peaucelle, M., Janssens, I.A., Stocker, B.D., Descals Ferrando, A., Fu, Y.H., Molowny-Horas,
R., et al., 2019. Spatial variance of spring phenology in temperate deciduous forests
is constrained by background climatic conditions. Nat. Commun. 10, 5388. https://
doi.org/10.1038/s41467-019-13365-1.

Penuelas, J., Gordon, C., Llorens, L., Nielsen, T., Tietema, A., Beier, C., et al., 2004. Nonintru-
sive field experiments show different plant responses to warming and drought
among sites, seasons, and species in a north–south European gradient. Ecosystems
7, 598–612. https://doi.org/10.1007/s10021-004-0179-7.

Perry, L.G., Shafroth, P.B., Hay, L.E., Markstrom, S.L., Bock, A.R., 2020. Projected warming
disrupts the synchrony of riparian seed release and snowmelt streamflow. New
Phytol. 225, 693–712. https://doi.org/10.1111/nph.16191.

Petitpierre, B., Kueffer, C., Broennimann, O., Randin, C., Daehler, C., Guisan, A., 2012. Cli-
matic niche shifts are rare among terrestrial plant invaders. Science 335,
1344–1348. https://doi.org/10.1126/science.1215933.

Piao, S., Tan, J., Chen, A., Fu, Y.H., Ciais, P., Liu, Q., et al., 2015. Leaf onset in the northern
hemisphere triggered by daytime temperature. Nat. Commun. 6, 6911. https://doi.
org/10.1038/ncomms7911.

Post, E., Kerby, J., Pedersen, C., Steltzer, H., 2016. Highly individualistic rates of plant phe-
nological advance associated with arctic sea ice dynamics. Biol. Lett. 12, 20160332.
https://doi.org/10.1098/rsbl.2016.0332.

Prevéy, J.S., Rixen, C., Rüger, N., Høye, T.T., Bjorkman, A.D., Myers-Smith, I.H., et al., 2019.
Warming shortens flowering seasons of tundra plant communities. Nature ecology &
evolution 3, 45–52. https://doi.org/10.1038/s41559-018-0745-6.

R Core Team, 2019. R: A Language and Environment for Statistical Computing. R Founda-
tion for Statistical Computing, Vienna, Austria URL. https://www.R-project.org/.

Rafferty, N.E., Ives, A.R., 2011. Effects of experimental shifts in flowering phenology on
plant–pollinator interactions. Ecol. Lett. 14, 69–74. https://doi.org/10.1111/j.1461-
0248.2010.01557.x.

Renner, S.S., Zohner, C.M., 2018. Climate change and phenological mismatch in trophic in-
teractions among plants, insects, and vertebrates. Annu. Rev. Ecol. Evol. Syst. 49,
165–182. https://doi.org/10.1146/annurev-ecolsys-110617-062535.

Richardson, A.D., Hufkens, K., Milliman, T., Aubrecht, D.M., Furze, M.E., Seyednasrollah, B.,
et al., 2018. Ecosystem warming extends vegetation activity but heightens vulnera-
bility to cold temperatures. Nature 560, 368–371. https://doi.org/10.1038/s41586-
018-0399-1.

Rollinson, C.R., Kaye, M.W., 2012. Experimental warming alters spring phenology of cer-
tain plant functional groups in an early successional forest community. Glob.
Chang. Biol. 18, 1108–1116. https://doi.org/10.1111/j.1365-2486.2011.02612.x.

Root, T.L., Price, J.T., Hall, K.R., Schneider, S.H., Rosenzweig, C., Pounds, J.A., 2003. Finger-
prints of global warming on wild animals and plants. Nature 421, 57–60. https://
doi.org/10.1038/nature01333.

Rudolf, V.H.W., 2019. The role of seasonal timing and phenological shifts for species coex-
istence. Ecol. Lett. 22, 1324–1338. https://doi.org/10.1111/ele.13277.

Savage, J., Vellend, M., 2015. Elevational shifts, biotic homogenization and time lags in
vegetation change during 40 years of climate warming. Ecography 38, 546–555.
https://doi.org/10.1111/ecog.01131.

Schermer, É., Bel-Venner, M.-C., Gaillard, J.-M., Dray, S., Boulanger, V., Le Roncé, I., et al.,
2020. Flower phenology as a disruptor of the fruiting dynamics in temperate oak spe-
cies. New Phytol. 225, 1181–1192. https://doi.org/10.1111/nph.16224.

Schmidt, N.M., Mosbacher, J.B., Nielsen, P.S., Rasmussen, C., Hoye, T.T., Roslin, T., 2016. An
ecological function in crisis? The temporal overlap between plant flowering and pol-
linator function shrinks as the Arctic warms. Ecography 39, 1250–1252. https://doi.
org/10.1111/ecog.02261.

https://doi.org/10.1111/gcb.12059
https://doi.org/10.1111/gcb.12059
https://doi.org/10.1016/j.agrformet.2018.08.017
https://doi.org/10.1016/j.agee.2019.106795
https://doi.org/10.1016/j.agee.2019.106795
https://doi.org/10.1890/0012-9615(2003)073<0069:smfprt>2.0.co;2
https://doi.org/10.1890/0012-9615(2003)073<0069:smfprt>2.0.co;2
https://doi.org/10.1016/j.tree.2007.05.006
https://doi.org/10.1016/j.tree.2007.05.006
https://doi.org/10.1038/nature05747
https://doi.org/10.1111/nph.16009
https://doi.org/10.1111/gcb.12568
https://doi.org/10.1111/gcb.12568
https://doi.org/10.1111/gcb.12804
https://doi.org/10.1111/oik.01386
https://doi.org/10.1098/rstb.2010.0145
https://doi.org/10.1038/nclimate3032
https://doi.org/10.1016/j.tree.2015.01.004
https://doi.org/10.1016/j.tree.2015.01.004
https://doi.org/10.1016/j.tree.2017.11.002
https://doi.org/10.1093/aob/mcv055
https://doi.org/10.1093/aob/mcv055
https://doi.org/10.1016/j.tree.2018.01.007
https://doi.org/10.1016/j.tree.2018.01.007
https://doi.org/10.1098/rsbl.2012.0458
https://doi.org/10.1007/s11104-018-3582-0
https://doi.org/10.1016/j.agrformet.2019.01.038
https://doi.org/10.1016/j.agrformet.2019.01.038
https://doi.org/10.1038/nclimate1909
https://doi.org/10.1098/rstb.2012.0489
https://doi.org/10.1002/ecy.1450
https://doi.org/10.1111/j.1461-0248.2004.00677.x
https://doi.org/10.1073/pnas.1413650112
https://doi.org/10.1073/pnas.1413650112
https://doi.org/10.1890/12-2003.1
https://doi.org/10.1890/12-2003.1
https://doi.org/10.1111/gcb.13749
https://doi.org/10.1007/s00572-018-0850-z
https://doi.org/10.1007/s00572-018-0850-z
https://doi.org/10.1016/j.ecolind.2019.05.003
https://doi.org/10.1111/jse.12094
https://doi.org/10.1111/gcb.12919
https://doi.org/10.1111/j.1365-2486.1997.gcb136.x
https://doi.org/10.1111/j.1365-2486.1997.gcb136.x
https://doi.org/10.1016/S0169-5347(99)01679-1
https://doi.org/10.1016/S0169-5347(99)01679-1
https://doi.org/10.1111/ele.12599
https://doi.org/10.1111/ele.12599
https://doi.org/10.1038/nclimate2697
https://doi.org/10.1016/j.tplants.2010.09.008
https://doi.org/10.1073/pnas.1305533110
https://doi.org/10.1146/annurev.ecolsys.37.091305.110100
https://doi.org/10.1146/annurev.ecolsys.37.091305.110100
https://doi.org/10.1038/s41467-019-13365-1
https://doi.org/10.1038/s41467-019-13365-1
https://doi.org/10.1007/s10021-004-0179-7
https://doi.org/10.1111/nph.16191
https://doi.org/10.1126/science.1215933
https://doi.org/10.1038/ncomms7911
https://doi.org/10.1038/ncomms7911
https://doi.org/10.1098/rsbl.2016.0332
https://doi.org/10.1038/s41559-018-0745-6
https://www.R-project.org/
https://doi.org/10.1111/j.1461-0248.2010.01557.x
https://doi.org/10.1111/j.1461-0248.2010.01557.x
https://doi.org/10.1146/annurev-ecolsys-110617-062535
https://doi.org/10.1038/s41586-018-0399-1
https://doi.org/10.1038/s41586-018-0399-1
https://doi.org/10.1111/j.1365-2486.2011.02612.x
https://doi.org/10.1038/nature01333
https://doi.org/10.1038/nature01333
https://doi.org/10.1111/ele.13277
https://doi.org/10.1111/ecog.01131
https://doi.org/10.1111/nph.16224
https://doi.org/10.1111/ecog.02261
https://doi.org/10.1111/ecog.02261


11J. Chen et al. / Science of the Total Environment 728 (2020) 138891
Sherry, R.A., Zhou, X., Gu, S., Arnone, J.A., Schimel, D.S., Verburg, P.S., et al., 2007. Diver-
gence of reproductive phenology under climate warming. Proc. Natl. Acad. Sci. 104,
198–202. https://doi.org/10.1073/pnas.0605642104.

Simpson, E.H., 1949. Measurement of diversity. Nature 163, 688. https://doi.org/10.1038/
163688a0.

Smith, M.D., Knapp, A.K., 2003. Dominant species maintain ecosystem function with non-
random species loss. Ecol. Lett. 6, 509–517. https://doi.org/10.1046/j.1461-
0248.2003.00454.x.

Suonan, J., Classen, A.T., Zhang, Z., He, J., 2017. Asymmetric winter warming advanced
plant phenology to a greater extent than symmetric warming in an alpine meadow.
Funct. Ecol. 31, 2147–2156. https://doi.org/10.1111/1365-2435.12909.

Tang, J., Körner, C., Muraoka, H., Piao, S., Shen, M., Thackeray, S.J., et al., 2016. Emerging
opportunities and challenges in phenology: a review. Ecosphere 7, e01436. https://
doi.org/10.1002/ecs2.1436.

Thuiller, W., Lavorel, S., Araújo, M.B., Sykes, M.T., Prentice, I.C., 2005. Climate change
threats to plant diversity in Europe. Proc. Natl. Acad. Sci. 102, 8245–8250. https://
doi.org/10.1073/pnas.0409902102.

Wheeler, H.C., Høye, T.T., Schmidt, N.M., Svenning, J.-C., Forchhammer, M.C., 2015. Pheno-
logical mismatch with abiotic conditions-implications for flowering in Arctic plants.
Ecology 96, 775–787. https://doi.org/10.1890/14-0338.1.
White, T.A., Campbell, B.D., Kemp, P.D., Hunt, C.L., 2000. Sensitivity of three grassland
communities to simulated extreme temperature and rainfall events. Glob. Chang.
Biol. 6, 671–684. https://doi.org/10.1046/j.1365-2486.2000.00344.x.

Whittaker, R.H., 1965. Dominance and diversity in land plant communities: numerical re-
lations of species express the importance of competition in community function and
evolution. Science 147, 250–260. https://doi.org/10.1126/science.147.3655.250.

Yang, Y., Hopping, K.A., Wang, G., Chen, J., Peng, A., Klein, J.A., 2018. Permafrost and
drought regulate vulnerability of Tibetan Plateau grasslands to warming. Ecosphere
9, e02233. https://doi.org/10.1002/ecs2.2233.

You, Q., Min, J., Kang, S., 2016. Rapid warming in the Tibetan Plateau from observations
and CMIP5 models in recent decades. Int. J. Climatol. 36, 2660–2670. https://doi.
org/10.1002/joc.4520.

Zohner, C.M., Mo, L., Renner, S.S., 2018. Global warming reduces leaf-out an flowering
synchrony among individuals. Elife 7, e40214. https://doi.org/10.7554/eLife.40214.

Zuur, A., Ieno, E.N., Walker, N., Saveliev, A.A., Smith, G.M., 2009. Mixed Effects Models and
Extensions in Ecology With R. Springer Science & Business Media.

https://doi.org/10.1073/pnas.0605642104
https://doi.org/10.1038/163688a0
https://doi.org/10.1038/163688a0
https://doi.org/10.1046/j.1461-0248.2003.00454.x
https://doi.org/10.1046/j.1461-0248.2003.00454.x
https://doi.org/10.1111/1365-2435.12909
https://doi.org/10.1002/ecs2.1436
https://doi.org/10.1002/ecs2.1436
https://doi.org/10.1073/pnas.0409902102
https://doi.org/10.1073/pnas.0409902102
https://doi.org/10.1890/14-0338.1
https://doi.org/10.1046/j.1365-2486.2000.00344.x
https://doi.org/10.1126/science.147.3655.250
https://doi.org/10.1002/ecs2.2233
https://doi.org/10.1002/joc.4520
https://doi.org/10.1002/joc.4520
https://doi.org/10.7554/eLife.40214
http://refhub.elsevier.com/S0048-9697(20)32408-6/rf0455
http://refhub.elsevier.com/S0048-9697(20)32408-6/rf0455

	Plants with lengthened phenophases increase their dominance under warming in an alpine plant community
	1. Introduction
	2. Materials and methods
	2.1. Study site
	2.2. Experimental design
	2.3. Measurements
	2.4. Data analyses
	2.5. Data availability

	3. Results
	3.1. Climate and soil N availability
	3.2. Leaf-out, leaf senescence and growing season length
	3.3. First flower, last flower and flower duration
	3.4. Plant species dominance

	4. Discussion
	4.1. Shifts in plant phenology are associated with species dominance
	4.2. Advanced leaf-out and first flower dates
	4.3. Species-specific responses of leaf senescence and last flower dates
	4.4. Uncertainties

	5. Conclusion
	Credit author statement
	Declaration of competing interest
	Acknowledgements
	Authorship
	ORCID
	Appendix A. Supplementary data
	References


