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Abstract: Nutrient availability for tundra vegetation could change drastically due to increasing
temperatures and frequency of nitrogen deposition in the Arctic. Few studies have simultaneously
examined the response of plant communities to these two pressures over a long period. This study
aims to assess which driver between increasing nitrogen (N) and phosphorus (P) availability through
global warming and increasing N availability alone via N deposition is more likely to transform
arctic wetland vegetation and whether there is a time lag in this response. An annual fertilization
experiment simulating these nutrient inputs was conducted for 17 years in the Canadian High-Arctic
to assess the impact on aboveground net primary productivity, floristic composition, and plant
nutrient concentration. While the primary productivity of mosses remains unchanged by fertilization
after 17 years, productivity of graminoids was increased slightly by N addition (36% increase at
the highest dose). In contrast, the primary productivity of graminoids increased strongly with N/P
addition (over 227% increase). We noted no difference in graminoid productivity between the 2nd
and 5th year of the experiment, but we observed a 203% increase between the 5th and 17th year in
the N/P addition treatments. We also noted a 49% decrease in the total moss cover and an 155%
increase in the total graminoid cover between the 2nd and 17th year of N/P addition. These results
indicate that the impact of warming through increased N /P availability was greater than those of
N deposition alone (N addition) and promoted the transition from a moss-dominated tundra to
a graminoid-dominated tundra. However, this transition was subject to a time lag of up to 17 years,
suggesting that increased productivity of graminoids resulted from a release of nutrients via the
decomposition of lower parts of the moss mat.

Keywords: nitrogen deposition; global warming; nutrient availability; fertilization; arctic tundra;
productivity; time lag; transition; disturbance; community

1. Introduction

The Arctic is an extreme environment for vegetation. Low temperatures, minimal
shelter, a low incidence angle of sunlight, and the presence of permafrost are factors that,
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in combination, restrict vegetation growth [1]. The low availability of nutrients to plants
is another critical component influencing the primary productivity of the tundra [1]. This
limitation results from physical and chemical properties of Arctic soils. Most Arctic soils
are characterized by acidic conditions, poor drainage, and high organic matter content [2].
Moreover, decomposition and mineralization processes are restrained due to low tem-
perature [3,4] and poor drainage conditions [5], which limit microbial activity [6,7]. For
example, in Toolik Lake, Alaska, nitrogen (N) and phosphorus (P) pools range from 22 to
133 g N m 2 and from 2 to 15 g P m~2 in tundra soils [8]. In temperate and boreal soils of
eastern Canada, N pools range from 475 to 1261 g N m~2 [9], and in boreal soils, P pools
range from 9 to 12 g P m~2 [10]. Therefore, growing evidence is showing that N and P are
both co-limiting to vegetation and microbial life in the tundra biome [11,12].

Nutrient limitation of the tundra could be modified by climate change. The Arctic
is warming at a rate more than twice as fast as the global average [13]. While higher
temperatures can directly promote plant productivity in the tundra by providing a warmer
environment for vegetation [14], warming can indirectly enhance plant productivity by
stimulating microbial decomposition of organic matter and releasing more nutrients for
vegetation uptake and growth [14-16]. Warming leads to a deepening of the active layer
of the soil [17-19] and more rapid mineralization of nutrients, leading to the fertilization
of an ecosystem traditionally limited by the availability of N and P [20-22] rather than
by other elementary nutrients and micronutrients [23]. Moreover, a study in the Alaskan
tundra showed that warming using greenhouses and N/P fertilization had similar effects,
as both promoted the biomass and growth of vascular plants equally [24].

In addition to the indirect effects of global warming on nutrient availability, the increase
in anthropogenic activities such as maritime transport in the Canadian Archipelago [25] and
exploitation of natural resources [26,27], and precipitations [28] appear to increase the
frequency and intensity of N deposition events on the tundra [29]. Since much of this
deposition occurs during the summer, when vegetation sequesters most of the N, this could
exacerbate the effects of this N enrichment. Therefore, even relatively modest increases
in current (0.1 to ~1 g m~2 year~!) [29] and future N inputs can represent a significant
addition to this nutrient-poor environment [30].

The consequences of an increase in nutrients availability via the fertilizing effect of
N deposition (N addition) and global warming (N/P increase through mineralization)
are numerous. An increase in nutrient availability promotes vascular plant productivity,
increases aboveground biomass, and could act as a net carbon source under certain con-
ditions [17-19]. Other functional groups, however, such as mosses and lichens, tend to
decrease in abundance and cover in response to N deposition [31-33] and in response to
global warming [34-38]. This negative impact on mosses and lichens could be explained
by the increasing nutrient availability, which causes enhanced plant productivity and, in
the longer term, to the competitive exclusion by taller growing species [39]. In general,
vascular species such as grasses (Poaceae) and sedges (Cyperaceae) are largely promoted,
while bryophytes and lichens are disadvantaged [39].

Many studies simulating the indirect effects of global warming on nutrient avail-
ability do not accurately reproduce the magnitude of future temperature increases, as
nutrients have generally been added in amounts (e.g., >10 g N m~2) greater than the
anticipated increase under global warming projections [40]. As an indicator, in wet/acid
tundra, an increase in mean temperature of 3 °C would be equivalent to an addition of
7 g N m~2 annually [18]. Moreover, most of these studies were short term (i.e., less than
five years) [40], and short-term responses to nutrients manipulations do not reliably mimic
long-term responses [41]. Finally, few studies have examined the temporal change of plant
communities following different fertilization treatments over a decade.

The first objective of this study was to determine, over almost two decades (17 years),
whether an increase in N/P availability due to the indirect effect of global warming or
an increase in N-only availability due to the direct effect of N deposition was likely to
be the most influential driver of changes in wetland plant communities in the Canadian
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High-Arctic. To do so, we evaluated the effect of N addition and N/P addition treatments
on aboveground net primary productivity (ANPP), floristic composition, species cover, and
plant chemistry after 17 years of fertilization. We hypothesized that N/P addition should
lead to greater changes in tundra wetland vegetation than N addition alone in a system such
as the Arctic, which is known to be highly co-limited in N and P availability [11,12]. The
second objective was to assess if there was a lag in the response time of plant communities
to these two drivers by examining the changes on ANPP and plant chemistry concentration
after 2, 5, and 17 years of fertilization. We hypothesized that the change on vascular plants
was not immediate because mosses should sequester most of the nutrients initially [42,43]
but the decomposition of the lower parts of the mosses mat should eventually allow
graminoids to access those nutrients.

2. Materials and Methods
2.1. Study Area

The study took place on Bylot Island (73°08’ N, 80°00" W), part of the Sirmilik National
Park in Nunavut, in the Canadian Arctic Archipelago, a productive High-Arctic ecosys-
tem [44]. The study area is characterized by a mosaic of freshwater wetlands composed of
peat polygons, small lakes, and pond aggregations surrounded by upland, mesic vegeta-
tion [45,46]. The microtopography that develops within these landforms has a significant
influence on the movement of surface water. Consequently, this affects the hydrological
and thermal soil conditions, which impact plant communities [47,48]. These wetlands are
fed by snowmelt runoff from the surrounding hills and are characterized by arctic fens veg-
etation [43]. They are dominated by Cyperaceae (Carex aquatilis Wahl., Eriophorum scheuchzeri
Hoppe), Poaceae (Dupontia fischeri R. Br., Arctagrostis latifolia R. Br., Griseb., Pleuropogon
sabinei R. Br.), and brown mosses (Aulacomnium acuminatum (Lindb. et Arnell) Kindb.,
Aulacomnium turgidum (Wahl.) Schwiégr., Scorpidium revolvens (Sw) Rubers., Scorpidium
cossonii (Schimp.) Hedends., Campylium stellatum (Hedw.) C.E.O. Jensen., Polytrichum
swartzii Hartm.) [43,49].

The average summer temperature at the study site is 4.5 °C and —32.8 °C in winter [50,51].
In addition, between 1976 and 2011, the temperature of the region warmed by an average of
2.8 °C in spring/summer and 4.3 °C in autumn [50]. Snow cover is present from October to
early June. From 1995 to 2019, the average amount of rain between 1 June and 17 August
was 77.5 mm. There is no annual trend in the region, and the total summer precipitation
actually decreased by 21 mm per decade on the island from 1995 to 2019 [52]. In contrast,
Arctic precipitation rates are predicted to increase over the next decades [28]. The Greater
Snow Goose is the principal herbivore in the tundra wetlands of the island [50].

2.2. Experimental Design and Fertilization

A randomized complete block experimental design was set up in 2003 in the Qarlik-
turvik Glacial Valley and was maintained for 17 years (Figure 1). Six blocks were randomly
positioned in different polygon fens at least 500 m apart from each other. Each block com-
prised six main plots of 4 m?, randomly arranged and separated by at least 5 m. Each plot
was protected from grazing and grubbing by geese with a chicken-wire fence (2.5 cm mesh
size, 1 m high) since the beginning of the experiment in 2003 to isolate the fertilization effect
from any grazing effect, and to avoid nutrient addition through feces. Each plot of a block
received a different annual fertilization treatment for 17 years, which were replicated in
all blocks. The fertilizer treatments presented in Table 1 were applied at the beginning of
each growing season (late June or early July) between 2003 and 2019 after standing water
resulting from spring runoff had disappeared from the plots.
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Figure 1. Location of the six experimental blocks located in the wetlands of the Qarlikturvik glacial
valley, on Bylot Island (Nunavut, Canada).

Table 1. List of fertilization treatments, the context associated with each treatment, and the amount
of N and P in m? applied annually in each experimental block for 17 years in the tundra wetlands of

Bylot Island, Nunavut.
e es Nutrient Addition N P
Fertilization Context Treatment (g m~2 Year1) (g m~2 Year1)
Control CT 0 0
N1 1 0
N addition N3 3 0
N5 5 0
. NP3 3 0.5
N/P addition NP5 5 1

Inorganic N was applied as ammonium nitrate (34-0-0) (NH4NO3) and inorganic P
as superphosphate (0-46-0) (H3POy). The inorganic N was diluted in 2 L of water before
application with a garden watering can. For hydrological consistency, control plots also
received 2 L of water. The inorganic P was applied manually and uniformly over the entire
experimental plot. The N1, N3, and N5 treatments were designed to test the direct fertilizing
effect of N deposition via N addition alone on vegetation and its variability. In comparison,
current N deposition rate in the Arctic is around 0.1 to ~1 g N m~2 year~! [29] and is
around 0.75 to ~4 g N m~2 year ! in the alpine tundra of Europe [53]. Therefore, although
the N level used here may seem high, it could reflect extreme levels to be encountered
locally in the future in the context of increasing N deposition worldwide [54]. N level
was also selected based on levels found to affect plant growth in the Arctic in previous
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fertilization experiments [55-60]. The NP3 and NP5 treatments were designed to test the
indirect fertilizing effect of global warming through N/P addition on vegetation, assuming
they mimicked the greater soil mineralization of N and P expected under a warming
environment. In comparison, as mentioned before, in wet/acid tundra, an increase in
mean temperature of 3 °C would be equivalent to an addition of 7 g N m~2 [18,61]. In
addition, in boreal Sphagnum-dominated peatlands (another nutrient poor ecosystem),
the effect of an annual N enrichment of about 4 ¢ N m~2 y~! on Sphagnum productivity
was equivalent to the one of a temperature increase of 1 °C [62]. Although P cycling is
probably less sensitive to temperature increases [16] than N, summer warming has been
shown to stimulate P release from litter [63] and P mineralization as phosphatase enzyme
activities in soil increased with temperature [64]. For example, in Tuktoyaktuk (69° N),
it has been estimated that between 0.41 and 1.49 g P m~? is released annually into the
soil [65]. Furthermore, in the boreal forest, an increase in temperature of 1 °C increased P
availability by 7% [64]. Thus, a rise of 3 °C could release between 0.5 1.8 g m~2 year~! of
P. Considering that by 2100, Arctic surface air temperature should have increased by more
than 3 °C [66], the amount of N and P released by warming of the active layer is likely to
be similar in magnitude to our fertilizer treatments.

2.3. Aboveground Net Primary Productivity (ANPP)

We harvested the biomass from each plot at peak production (1-15 August 2019),
as this is a good estimate of ANPP for vascular plants in the High-Arctic [67]. Within
each experimental block, we collected the biomass samples of all treatments on the same
day. Thus, the differences in sampling date were between blocks and not within blocks.
For vascular plants, we randomly collected two 100 cm? square samples in each plot to
a depth of 10 cm. The graminoid biomass, which accounted for >90% of total vascular plant
biomass in those fens [67], was sorted by graminoid family (Cyperaceae and Poaceae). We
retained only the aboveground biomass, which includes the green leaves and the green
and white parts of the stems above the last growth meristem. We dried the sorted biomass
samples in paper envelopes for 24 h at 50 °C or until a constant weight was reached, and
then weighed them to estimate the ANPP of graminoid plants (g m~2 year™1).

To estimate the ANPP of mosses, we collected three 15 cm? cores (area), 9 cm deep, in
each plot at the same time graminoid plants were sampled. On each core, we measured the
height (height) of the photosynthetic part, corresponding to the green part of the mosses,
with a ruler (+/— 1 mm) at ten points around the core to obtain the average height of the
living mosses. We then cut and dried the photosynthetic part in paper envelopes for 24 h
at 50 °C or until a constant weight was reached to obtain the dry biomass (biomass). We
used two different methods to measure the average annual moss elongation. First, we
measured moss elongation (elongation) using natural markers of growth present in some
moss species (Polytrichum swartzii and Meesia triquetra (L. ex Jolycl.) Angstrém), which
show clear patterns of annual growth [68]. When at least three homogeneous clusters
of these two species were present, we collected ten stems per cluster of P. swartzii or
M. triquetra in each plot simultaneously at the core sampling location. We measured the
moss elongation between natural markers with an electronic caliper (+/— 0.01 mm) on the
fresh specimen under the binocular. When P. swartzii or M. triquetra homogeneous clusters
were absent or in insufficient quantity (<three clusters), we measured moss elongation
using cranked wires (bent stems) as artificial markers [69]. In the plots where species with
natural markers were in insufficient quantity (40% of plots), we installed and measured up
to three clusters of seven cranked wires at the beginning of the growing season, and we
measured them again at the end of the growing season to estimate the moss mat elongation.
Natural markers provide a better estimate of moss growth than the cranked wires under
Arctic conditions [68]. Artificial markers are subject to errors due to permafrost heaves,
animal disturbance, and observer effects, but the chicken-wire fence protected the plots
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from animal disturbance and the same observer took all the elongation measurements. We
estimated the moss ANPP (g m~2 year™!) according to the following equation:

moss ANPP = (biomass x elongation)/(area X height), €))

2.4. Vegetation Composition

We randomly positioned two 625 cm? square quadrats in portions of each plot that
had never been sampled before. We estimated the cover percentage of each species of
vascular plants (up to 100%) and mosses (up to 100%) to the nearest 1%, although we
merged some taxonomic groups such as lichens and willows for analyses. A list of all the
species encountered is available in Table A1.

2.5. Chemical Analyses

We measured the N and P concentration in the aerial parts (leaves and stems) of
Cyperaceae and Poaceae and in the green part of mosses after 17 years of fertilization.
Dried biomass samples (see above) were brought to the Plant Science Department of
Université Laval and were used to measure N and P concentration after 17 years of fer-
tilization. Samples were ground and N concentration analyzed by applying first a micro-
kjeldahl digestion with a Tecator 2020 Digestor and then by colorimetry using the Mi-
croplate Spectrophotometer Biotek Epoch 2 [70,71]. We determined the P concentration by
digestion in nitric and perchloric acids followed by a colorimetry assay with the same
microplate spectrophotometer [72].

2.6. Statistical Analysis

We used a series of linear mixed models for random complete blocks to explore the
main effect of fertilization, graminoid family (Cyperaceae and Poaceae) and their interactive
effects [73] on graminoid and moss ANPP, and nutrient concentration. Simple and linear
a priori contrasts were performed to compare the effects of N addition alone (N1, N3 and
N5 combined, and the linear response of increasing N addition) and N/P addition (NP3 and
NP5 combined) on the different variables. We characterized vegetation communities
using a principal component analysis (PCA) with the proportions of species measured
by the vegetation censuses. We associated a posteriori certain species groupings defined
by the PCA with the fertilization context (N addition or N/P addition). We performed
a Hellinger transformation on the species abundance data prior to the PCA to account for
double absence [74].

We also wished to study the temporal change of plant communities in response to
increased nutrient availability. To do so, we compared the response variables obtained
after 17 years of fertilization (present study) with data collected in the same treatment plots
after 2 years of fertilization [43] and 5 years of fertilization [49]. The technique used here
was the resampling method, also called “snapshot resampling” [75]. This assumes that the
noise associated with inter-annual variability in the response variables was small relative
to the signal induced by long-term change. Snapshot resampling can sometimes yield
spurious conclusions [75]. However, the accuracy of results increases when inter-annual
variability in the response variable is low or if the magnitude of change through time is
high [75], as we expected with our fertilization treatments. Therefore, we explored the
effects of time (categorical variable: 2, 5, and 17 years), fertilization, and their interactions
on graminoid and moss ANPP and nutrient concentration with linear mixed models. We
examined vegetation cover changes between the 2nd and 17th year of fertilization for
each species and treatment using paired-sample t tests on proportion. We also compared
total moss and graminoid cover change in proportion between the 2nd and 5th year, the
5th and 17th year, and the 2nd and 17th year of fertilization for each treatment using
paired-sample t tests on proportions. We used a sequential Bonferroni correction (Holm-
Bonferroni Method) for multiple comparisons to adjust the significance level depending
on the number of comparisons made [76]. All analyses were performed in R v.3.2.6 [77]
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using the software packages ggplot2 [78], Ime4 [79], vegan [80] and FactoMineR [81]. For all
analyses, we considered p values < 0.05 as statistically significant except when a sequential
Bonferroni correction was applied. Finally, we tested the assumptions of normalized
residuals, leverage, and Cook distances for all models.

3. Results
3.1. Aboveground Net Primary Productivity (ANPP)
3.1.1. Fertilization Effect after 17 Years

There was an interaction between the effects of fertilization treatments and graminoid
family on ANNP of graminoids after 17 years (Table 2). ANPP of Cyperaceae increased
by 100% on average in the N addition treatments (mean of N1, N3 and N5) but not
Poaceae, whereas the ANPP of Poaceae increased by 277% on average in the N/P addition
treatments (mean of NP3 and NP5) but not Cyperaceae (Figure 2). After 17 years, the ANPP
of Cyperaceae increased by 40% in the N1 treatment compared to the control, whereas the
ANPP of Poaceae decreased by 26% (Figure 2). N addition linearly promoted the ANPP of
graminoids, leading to a 36% increase over the control in the N5 treatment after 17 years of
fertilization (Table 2; Figure 2). The increase in graminoid ANPP was also much greater
in the N/P addition treatments than in the N addition treatments (Table 2). ANPP of
mosses in the N /P addition treatments was 83% higher than in the control, but no effect
of N addition alone on ANPP of mosses was noted after 17 years of fertilization (Table 2;
Figure 2). However, the ANPP of mosses in the N1 treatment tended to increase by 44%
compared to the control after 17 years of experimentation (Figure 2).

Table 2. Results of linear mixed models evaluating the effects of (A) fertilization after 17 years,
graminoid family (Cyperaceae, Poaceae) and their interaction, and (B) fertilization, time after initiation of
the experiment (2, 5 and 17 years) and their interaction on the aboveground net primary productivity
(ANPP) of graminoid plants and mosses in the tundra wetlands of Bylot Island, Nunavut. (C) A priori
contrasts were also applied on fertilization effects after 17 years.

Graminoid Moss
ANPP ANPP
F P df F P df
A. Fertilization effect after 17 years
Fertilization (F) 3.9 0.0046 5,54 0.8 0.0901 5,25
Family (Fa) 4.8 0.0314 1,54
F x Fa 3.7 0.0062 5,54
B. Temporal effect of fertilization
Fertilization (F) 9.5 <0.0001 5,85 1.0 0.4075 5,85
Time (T) 9.7 0.0002 2,85 26.0 <0.0001 2,85
FxT 2.1 0.0356 10, 85 0.8 0.6008 10, 85
C. Contrasts t P df t P df
Nitrogen linear 2.4 0.0318 15 0.1 0.9874 15
Control vs. N addition ! 0.5 0.6224 54 0.9 0.3630 25
Control vs. N/P addition 2 2.5 0.0171 54 2.7 0.0136 25
N addition vs. N/P addition 2.7 0.0102 54 2.4 0.0246 25

1'N1, N3, and N5 are grouped under the term “N addition”. 2 NP3 and NP5 are grouped under the term
“N/P addition”.

3.1.2. Temporal Effect of Fertilization

There was a significant interaction between the effects of fertilization treatments and
time on the ANPP of graminoids (Table 2). Although there was no difference in the ANPP of
graminoids following 2, 5, or 17 years in the N addition treatments, the ANPP of graminoids
in the N/P addition treatments was on average 177% higher after 17 years than after 5 years
of fertilization, whereas no difference was observed between the 2nd and the 5th year
(Figure 3). However, ANPP of graminoids in the control also increased by 75% between
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5 and 17 years of fertilization (Figure 3). ANPP of mosses after 5 years of fertilization
was 188% higher than after 2 years and 27% higher than after 17 years, but there was no
interaction between fertilization treatments and time (Table 2, Figure 3).
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Figure 2. Aboveground net primary productivity (ANPP) of (a) graminoids separated by graminoid
family and (b) mosses according to fertilization treatments after 17 years of experimentation in the
tundra wetlands of Bylot Island, Nunavut. Least square means + SE are presented. See Methods for
definition of treatments.
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Figure 3. Aboveground net primary productivity (ANPP) of (a) graminoids and (b) mosses after 2, 5
and 17 years of experimentation according to fertilization treatments in the tundra wetlands of Bylot
Island, Nunavut. Least square means + SE are presented. See Methods for definition of treatments

3.2. Vegetation Composition

The first two axes of the PCA analysis explained 37% of the proportion of variance
in species composition in our plots (Figure 4). Axis 1 (PC1) was negatively associated
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PC2 (12 %)

with A. acuminatum and positively associated with S. revolvens, S. cossonii and to a lesser
extent Calliergon giganteum (Schimp.) Kindb. and C. aquatilis. Axis 1 was mainly associated
with brown moss species that preferentially develop under different hydric and mineral
conditions such as the genus Scorpidium (positive values), found more in wet and poor fens
and the genus Aulacomnium (negative values) found more in dry and rich fens [82]. Axis 2
(PC2) was negatively associated with Poa arctica R. Br. and was positively associated with
E. scheuchzeri, and D. fisheri (Figure 4, Table A3). According to the PCA, there were some
differences in vegetation composition between the different fertilization contexts (Figure 4).
Mainly, the vegetation in the N/P addition plots (NP3 and NP5) was distinct from the
control along Axis 1 but not the N addition alone treatments (N1, N3 and N5). Thus,
whereas the vegetation in the control or N addition treatments was clearly dominated by
wet species, the vegetation found in the N/P addition treatments plots was characterized by
more mesic species such as Aulacomnium, P. arctica and Anthoxanthum arcticum Veldkamp.

Dupontia_fisheri

Poa_arctica
Fertilization context
|E| Control
N addition
(@] N/P addition

0
PC1 (25 %)

Figure 4. Results of the principal component analysis (PCA) on the plant composition of 72 plots
with different fertilization treatments after 17 years of experimentation in tundra wetlands of Bylot
Island, Nunavut. Arrows are the position of 13 plant species (seven bryophytes, five vascular plants
and one lichen) most characteristic on each axis, and dots are the position of each sampled plot.
The colored ellipses represent the confidence around the mean point (threshold of 0.95) of each
fertilization context. The loading of plots analyzed and species contribution to the PCA are available
in Tables A2 and A3, respectively.

The mean cover of E. scheuchzeri in the control increased by 19% between the 2nd and
17th year of experimentation (Table 3). In the N addition treatments, we noted an increase in
the mean cover of Cyperaceae (E. scheuchzeri and C. aquatilis combined) of 21% (N5 treatment)
between Year 2 and Year 17 (Table 3). In comparison, the mean cover of Scorpidium spp.
decreased by 51% (N1 treatment) for the same period. As for N/P addition treatments,
we observed an increase of 25% in the cover of A. acuminatum and a decrease of 59% in
the cover of Scorpidium spp. (Table 3). No statistically significant change in the cover of
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graminoid species was noted for the N/P addition treatments, largely because the shift
was distributed over many species.

Table 3. Variation in plant species cover by vegetation strata for each fertilization treatment between
year 2 and year 17 of the experiment in the tundra wetlands of Bylot Island, Nunavut). Only
species with significant changes after a sequential Bonferroni correction are presented (paired ¢ test,
P <0.00385, df =11).

Fertilization Context Treatment Strata Species Variation (%) t P
Control CT Graminoid Eriophorum scheuchzeri +18.9 6.4 <0.0001
N1 Moss Scorpidium spp. -50.5 -7.5 <0.0001
Bryum pseudotriquetrum -21 -3.7 0.004
Graminoid Eriophorum scheuchzeri +8.3 4.4 0.001
N addition N3 Graminoid Carex aquatilis +15.1 5.1 0.0004
N5 Moss Scorpidium spp. —43.1 —8.4 <0.0001
Graminoid Carex aquatilis +15.9 3.8 0.003
Eriophorum scheuchzeri +26.1 4.0 0.002
N/P addition NP3 Moss Aulacomnium acuminatum +24.5 49 0.0005
NP5 Moss Scorpidium spp. —58.6 -5.5 0.0002
No change in total moss and graminoid cover was observed between the 2nd and
5th year of the experiment for any treatment (Table 4). The total cover of mosses declined
by 33% between the 5th and the 17th year in the N5 treatment (highest N addition) but
graminoid cover did not change significantly (Table 4). In the NP5 treatment (highest N/P
addition), total moss cover decreased by 47%, whereas the total graminoid cover increased
up to 222% between the 5th and 17th year (Table 4).
Table 4. Variation in plant cover by vegetation strata for each fertilization treatment between year
2 and year 5, year 5 and year 17, and year 2 and year 17 of the experiment in the tundra wetlands of
Bylot Island, Nunavut. Significant change in vegetation strata after sequential Bonferroni correction
are indicated with an asterisk * (paired ¢ test, P < 0.0017, df = 11).
Comparison
Fertilization Treatment Strata Years 2-5 Years 5-17 Years 2-17
Context
Variation (%) P Variation (%) p Variation (%) P
N additi N5 Moss —74 0.1885 —32.6 0.0016 * —37.6 0.0003 *
addition N5 Graminoid —49 0.5589 431 0.2033 36.0 0.2259
N/P additi NP5 Moss —3.4 0.3693 —46.9 <0.0001 * —49.0 <0.0001 *
addrhon NP5  Graminoid ~20.9 0.0413 2223 <0.0001 * 155.0 <0.0001 *

3.3. Chemical Concentration
3.3.1. Fertilization Effect after 17 Years

N addition alone linearly increased the total N concentration in the tissues of graminoids
from 2.0% in the control to 2.6% in the N5 treatment 17 years of fertilization (Table 5; Figure 5).
N concentration did not differ between Cyperaceae and Poaceae, and this was consistent across
fertilization treatments (Table 5). However, across all fertilization treatments, P concentration
in Cyperaceae tissues was 9% higher than in Poaceae after 17 years (Figure 5). P concentration
in Cyperaceae tissues remained unaffected by any of the treatments. Similarly, N addition
alone linearly increased the total N concentration in moss tissues (Table 6; Figure 5). After
17 years of fertilization, N concentration of mosses increased by 17% in N1 treatment
compared to the control (Figure 5). N concentration was 66% higher in mosses that received
N/P addition treatments compared to the control and were 22% higher compared to N
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addition treatments (Table 6; Figure 5). P concentration in mosses tissues increased by
71% in the N /P addition treatments but remained unaffected by N addition treatments, as
compared to the control (Table 5; Figure 5).

Table 5. Results of linear mixed models evaluating the effects of (A) fertilization after 17 years,
graminoid families (Cyperaceae, Poaceae) and their interaction, and (B) fertilization, time after initiation
of the experiment (2, 5 and 17 years) and their interaction on the N and P concentration of graminoid
plants in the tundra wetlands of Bylot Island, Nunavut. (C) A priori contrasts were also applied on
fertilization effects after 17 years.

Nitrogen Concentration

Phosphorus Concentration

F P df F P df
A. Fertilization effect after 17 years
Fertilization (F) 244 <0.0001 5,32 2.2 0.3332 5,32
Family (Fa) 1.1 0.3054 1,32 5.1 0.0474 1,32
F x Fa 1.5 0.2181 5,32 0.05 0.6622 5,32
B. Temporal effect of fertilization

Fertilization (F) 9.1 <0.0001 5,82 2.8 0.0209 5,81
Time (T) 19.8 <0.0001 2,82 39.9 <0.0001 2,81
FxT 2.1 0.0328 * 10, 82 1.4 0.2157 10, 81

C. Contrasts t P df t P df

Nitrogen linear 42 0.0003 22 0.2 0.9 22

Control vs. N addition ! 1.7 0.0925 32 0.4 0.6782 32

Control vs. N/P addition 2 1.8 0.0742 32 1.0 0.3261 32

N addition vs. N/P addition 0.7 0.4739 32 2.0 0.0489 32

—_
Q
~

Nitrogen concentration (%)

w

\V]

—_

1 N1, N3, and N5 are grouped under the term “N addition”. 2 NP3 and NP5 are grouped under the term

“N/P addition”.
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¥ Moss

(b)
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w
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Figure 5. (a) Nitrogen concentration and (b) phosphorus concentration of leaves and stems according
to fertilization treatments and taxonomic groups after 17 years of experimentation in the tundra
wetlands at Bylot Island, Nunavut. Least square means =+ SE are presented. See methods for definition

of treatments.
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Table 6. Results of linear mixed models evaluating the effects of (A) fertilization after 17 years, and
(B) fertilization, time after initiation of the experiment (2, 5 and 17 years) and their interaction on
the N and P concentration of mosses in the tundra wetlands of Bylot Island, Nunavut. (C) A priori
contrasts were also applied on fertilization effects after 17 years.

Nitrogen Concentration Phosphorus Concentration
F P df F P df
A. Fertilization effect after 17 years
Fertilization (F) 9.0 <0.0001 5,19 16.5 <0.0001 5,19
B. Temporal effect of fertilization
Fertilization (F) 26.2 <0.0001 5,76 23.0 <0.0001 5,76
Time (T) 1.3 0.2631 2,76 3.9 0.0245 2,76
FxT 0.3 0.9665 10,76 1.1 0.3894 10,76
C. Contrasts t P df t p df
Nitrogen linear 32 0.0099 12 0.1 0.8284 12
Control vs. N addition ! 1.7 0.0972 19 0.005 0.9849 19
Control vs. N/P addition 2 3.1 0.0063 19 34 0.0028 19
N addition vs. N/P addition 3.4 0.0028 19 44 0.0003 19

1 N1, N3, and N5 are grouped under the term “N addition”. 2 NP3 and NP5 are grouped under the term
“N/P addition”.

3.3.2. Temporal Effect of Fertilization

There was a significant interaction between the effects of time and fertilization treat-
ments on the N concentration of graminoid plants (Table 5; Figure 6). N levels after 17 years
of fertilization were 21% higher on average than after 5 years in N addition treatments and
30% higher on average in N/P addition treatments, whereas no difference was observed
between 5 and 2 years of fertilization (Figure 6). A significant time effect on the P con-
centration of graminoid plants was also observed (Table 5) as P concentration across all
treatments decreased by 37% between Year 2 and 5 of fertilization and increased by 35%
between Year 5 and 17 of fertilization (Figure 6). For mosses, no time effect or interaction
with treatments was observed on N and P concentrations, and both were similar after 2, 5,
or 17 years of fertilization (Table 6; Figure 6).
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Figure 6. (a) Nitrogen concentration and (b) phosphorus concentration of graminoid leaves and
stems, and (c) nitrogen concentration and (d) phosphorus concentration of mosses according to
fertilization treatments after 2, 5, and 17 years of experimentation in the tundra wetlands at Bylot
Island, Nunavut. Least square means =+ SE are presented. See methods for definition of treatments.

4. Discussion

We simulated the anticipated increase in nutrient availability in the Arctic tundra due
to increasing atmospheric N deposition in the Canadian High-Arctic [29,83] with our N
addition treatments. We also simulated an overall increase in nutrient availability due to the
indirect effect of global warming with our combined N /P addition treatments, as warming
should lead to greater soil mineralization [64,84]. In this scenario, we assumed that most
nutrients released by increased mineralization are available to the vegetation because of
the high nutrient uptake capacity of graminoid plants and that losses due to run off is low.
Arctic graminoid plants are known to be efficient in assimilating newly available N [85]
and P [86] present in the active layer due to the high degree of vertical stratification of
their root system [85]. Because precipitation levels are low in the High-Arctic, the leaching
rate in these ecosystems is generally considered low as well [87]. Although the leaching
rate could increase with the higher precipitation levels expected in the Arctic [28], °N
addition experiments in other tundra wetlands have shown that soil microbials can act as
a significant N sink, rapidly sequestering a large proportion of available N [88,89].



Atmosphere 2022, 13, 676

14 of 24

Globally, N/P addition had a much stronger effect than N addition alone on primary
productivity and plant composition of arctic wetlands after 17 years of experimentation.
This supports our first hypothesis that global warming, through greater mineralization of
organic matter and increased nutrient availability, should cause more significant changes
in tundra wetland vegetation than N deposition in a system such as the Arctic, which
is highly N and P co-limited [11,12]. We also observed a lag in the response time of the
primary productivity of graminoid plants following fertilization. This supports our second
hypothesis that the response of the vegetation to fertilization was not immediate. This
suggests that mosses initially sequestered most of the nutrients and that it was probably the
decomposition of the lower parts of the mosses mat that eventually allowed the graminoid
plants to access the nutrients [42,43].

4.1. Nitrogen Deposition vs. Global Warming

After 17 years of fertilization, only the productivity of Poaceae was strongly increased by
N/P addition treatments, whereas only the productivity of Cyperaceae was slightly increased
by N addition treatments. This appears to be consistent with other observations [90] where
after four years of N fertilization in alpine tundra, the Cyperaceae canopy increased by 33%,
and no impact was observed for graminoids (Poaceae). These results suggest a differential
response between Cyperaceae and Poaceae to the addition of N alone or in combination with P.
It has been suggested that Cyperaceae benefit from added N because of their ability to use P
more efficiently compared to other species [91]. Cyperaceae have morphological adaptations
that allow them to evolve in P-poor conditions such as P acquisition through highly efficient
rhizome [92]. Since the tundra ecosystem is N and P co-limited [11], Cyperaceae seem to
have an advantage under P-poor conditions, allowing them to respond to increased N
deposition while the response of other graminoids is limited. However, the competitive
advantage of Cyperaceae over Poaceae weakened in the N /P addition treatments where P
was no longer limited, leading to a higher productivity for Poaceae.

Our results suggest that moss productivity was probably also limited by P in our
experiment, as mosses remained unaffected by N addition treatments, but their productivity
increased slightly with N /P addition. This result is consistent with previous fertilization
experiments [93,94] in rich fens where S. cossonii (a dominant species in our study) has been
found to be mostly P limited. While N enrichment has been shown to have toxic effects on
mosses due to higher NH* sensibility [95], P likely alleviates the negative impact of high
N deposition on mosses by enhancing their capability to assimilate the deposited N [96].

Together, these results suggest that the increase in productivity of graminoids in
response to warming temperatures already reported in the tundra wetlands [44] may
at least in part be due to an increase in nutrient availability. Moreover, considering the
much stronger response of graminoids than mosses after 17 years to our N/P addition
treatments simulating the indirect effect of global warming on nutrient availability, it also
shows that in the long term, a transition from moss-dominated to graminoid-dominated
tundra wetlands, mainly by Poaceae, could be expected. This scenario had been observed in
a meta-analysis [97] where long-term effects of experimental warming (mostly open-top
chambers) across 61 tundra sites led to an increase in the abundance of graminoids and
a decrease in moss abundance.

The treatments simulating the indirect effects of global warming on nutrient avail-
ability also influenced the floristic composition of tundra wetlands after 17 years, unlike
treatments simulating N deposition only. The vegetation in the N /P addition treatments
was characterized by a more mesophilic moss (A. acuminatum) and vascular species such
as P. arctica. The large increase in graminoid productivity observed in the N/P addition
treatments undoubtedly led to a significant increase in litter at the end of the growing
season. Due to the cold conditions and slow decomposition rate, this litter was able to
accumulate over time and may have favored less humid conditions and the growth of
more mesophilic adapted species such as A. acuminatum, a moss often found on the upper
edge of peat polygons. The presence of P. arctica in the global warming treatments may
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have been favored by the high soil nutrient content, considering the small belowground
biomass of this species (4-15 g m~2) compared to other graminoid species such as D. fisheri
(153-1305 g m~2) or Eriophorum vaginatum L. (61-1968 g m~2) [98]. In contrast, a high
investment in root biomass by plant species is often considered an adaptation to increase
nutrient uptake competitiveness in the context of limited soil resources [98].

The overall high and constant P concentration of Cyperaceae tissues across all treatments
compared to Poaceae is consistent with the previous suggestion that Cyperaceae are less P
sensitive than the Poaceae due to their species-specific physiological growth adaptations.
Moreover, the linear response with N level after 17 years observed in both mosses and
graminoids indicates that the plants were not saturated in N or P even at the highest
doses of fertilization used. This suggests that mosses continued to absorb nutrients from
the annual fertilization even after 17 years. Mosses are sensitive to nutrient addition,
irrespective of age [99]. Thus, the acropetally translocation of nutrients may cause the
continued nutrient absorption of mosses from older parts to newly grown segments [99].

4.2. Lag in the Response Time

We observed a lag in the response of graminoid productivity to the treatment simulat-
ing the indirect effect of global warming on nutrient availability since more than five years
of continuous fertilization was required to reach the highest amplitude. We observed
a similar lag in the increase in graminoid cover found in the highest N /P addition treat-
ment (NP5). Mosses can act as a sponge by rapidly capturing all the nutrients added by
fertilization due to their higher cation exchange capacity [100], consequently leaving less
nutrients to percolate through the moss layer down to the vascular plant root level [42].
Our results support this conclusion as we observed no difference in N and P concentrations
of mosses between 2, 5, and 17 years of fertilization across all treatments. This suggests
a rapid and continuous absorption by mosses of nutrients added through fertilization.
Graminoid plants would benefit from the nutrient addition mostly when the moss mat
would start to decompose and release these nutrients a few years later. This is what we ob-
served as, contrary to mosses, N concentration in graminoid plants exposed to fertilization
increased over time and was highest after 17 years of fertilization. This could explain why
the productivity of vascular plants reached its maximum only 17 years after the start of
the experiment.

The N and P co-limitation in our study system could explain why we observed a lag in
the productivity of graminoids only in N/P addition treatments. A meta-analysis showed
that the tundra is one of the most N and P co-limited ecosystems [11]. Therefore, when
the moss mat started to decompose and release its nutrients, only the graminoid plants in
the plots that received both N and P additions could significantly increase their growth.
Although the moss carpet also captured and sequestered N rapidly in the N addition
treatments, its release following decomposition of the moss mat did not enhance graminoid
growth due to the low availability of natural P. However, the lag observed in the response
of graminoid productivity to the N/P addition cannot entirely reflect the real effects of
global warming on nutrient availability. In our experiment, the nutrient addition occurred
at the moss surface. Yet, warming should increase the availability of nutrients deeper in the
soil, where the decomposition process takes place, thereby bypassing the moss absorption
process that occurred in our experiment [85]. This bias derives from the experimental setup
initially designed to simulate the fertilizing effects of surface-applied goose feces, which
proved to be negligible [43].

Although moss productivity also responded to the treatment simulating global warm-
ing, it was weaker than in graminoids. Moreover, contrary to graminoids, no clear trend
emerged regarding the temporal change in moss productivity except for particularly high
productivity at Year 5 of the experiment, including in control. The bell shape of moss
productivity between the 2nd, 5th, and 17th year could be explained by a decrease in
productivity after 17 years due to the parallel increase in graminoids, which would re-
duce the resources available for mosses, primarily light. As graminoid productivity and
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associated litter increased, less light was available for the lower strata, which may have
reduced moss growth, as observed in a fertilization-shading experiment [32]. We also noted
that in Year 5 of the experiment, when moss growth was strongest, precipitation at the
beginning of the season was high (25 mm in June), and the average temperature in July was
moderate (6.0 °C) (Figure Al). By contrast, Year 2 was characterized by low early season
precipitation (13 mm) and a low temperature in July (4.9 °C), and Year 17 by high early
season precipitation (29 mm) and a high temperature in July (13.2 °C) (Figure A1l). It has
been proposed that mosses are sensitive to short-term climatic conditions [101]. In general,
temperature and precipitation are the two most important factors influencing the annual
growth of brown mosses [102]. However, in peatland with a strong maritime influence,
such as the Bylot Island tundra wetlands, a study determined that the growth of mosses
was correlated more with precipitation than with temperature [103]. Nonetheless, the study
emphasized a synergetic effect between these two factors because even in the presence
of high rainfall during the growing season, growth will be reduced if the temperature
remains cool [103]. Moreover, while there is a positive correlation between moss growth
and monthly temperatures of May, June, and August, the correlation was negative in July,
reflecting drought constraints [104]. Therefore, annual variation in moss productivity could
be due to a short-term response to annual climatic conditions and more specifically to
drought events.

Wetlands of Bylot Island are exposed to chronic grazing by geese due to the presence
of a large snow goose colony [105]. Goose grazing is known to reduce primary production
and change plant composition in this ecosystem [105-107]. In our study, goose grazing
was suppressed since the start of our experiment, which by itself may have induced some
temporal changes in plant biomass and composition in addition to those caused by fertil-
ization and could explain some of the observed temporal changes. However, this effect is
attenuated in our experiment, as we always examined the effect of the fertilization treat-
ments in relation to a control plot where goose grazing was also suppressed. Nonetheless,
we cannot exclude the possibility of a synergetic effect between goose exclusion and some
fertilization treatments.

4.3. Limitation of the Study

A limitation of our experimental set up is that nutrients were added in a single dose, at
the beginning of the growth season of plants and not continuously, unlike the enhancement
of the mineralization process by global warming or atmospheric N deposition. In the
latter case, however, it has been shown that atmospheric N deposition in the Arctic is
dominated by episodic deposition events [108]. Although single-dose application may be
a simplification, we note that the growing season of High-Arctic plants is short. Fertilizing
at the beginning of the growing season, when the nutritional availability for vegetation
is low [109,110], ensures that nutrients would be available when the uptake by plants
is maximal. The shock treatments created by the use of a single dose should allow us
to observe the maximum amplitude of the vegetation response to nutrient addition and
to better understand the processes and mechanisms behind them. The lack of response
that we observed in some treatments despite the relatively high doses used, such as those
simulating N deposition, should further strengthen our conclusions regarding the minor
role of this process in the tundra ecosystem. Finally, other factors linked to global warming,
such as varying precipitation patterns and deeper or shallower snow cover, can also
significantly impact vegetation growth, but these processes were not simulated by our
fertilization experiment [111].

5. Conclusions

Our 17-year experiment shows that a sustained addition of combined N and P sim-
ulating the indirect effect of global warming had a much greater influence on the plant
community of tundra wetland than N addition alone, simulating the direct effect of N
deposition, a phenomenon that had not been fully demonstrated in previous short-term
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studies in this environment [43,49]. Consequently, since an increase in the availability
of N and P in the soil is expected with global warming, we can predict that warming is
likely to have a strong impact on wetland tundra vegetation in the future. The increase in
productivity and cover of graminoid plants that we observed after 17 years of fertilization
mainly affected Poaceae, but it also altered the composition of the vegetation by favoring
the growth of species characteristic of more mesic and nutrient-rich habitats. We also
documented a time lag in the response of graminoid plants to an increase in soil nutrient
availability up to 17 years. This lag is likely caused by the rapid nutrient uptake role of
the moss mat present in this habitat, which prevents similar uptake by vascular plants.
The vegetation of the tundra wetlands of the Canadian High-Arctic is therefore subject to
changes under the influence of increased nutrient availability induced by global warming.
Despite a latency period, a transition from a moss-dominated ecosystem to an ecosystem
dominated by graminoid plants with a high proportion of Poaceae and eventually drier
plant communities should be expected in those wetlands.
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Appendix A

Table Al. List of plant species encountered during the summer 2019 inventories in the tundra
wetlands of the Qarlikturvik Glacial Valley on Bylot Island (Nunavut, Canada). Nomenclature
follows VASCAN [112] for vascular plants and BRYOQUEL [113] for bryophytes.

Strata Family Species Authority
Shrub Sali Salix arctica Pallas
aficaceqe Salix reticulata Linnaeus
Graminoid Carex aquatilis Wahlenberg
Cyperaceae Eriophorum angustifolium Honckeny

Eriophorum scheuchzerii Hoppe
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Table Al. Cont.

Strata Family Species Authority
Juncaceae Luzula confusa Lindeberg
Luzula nivalis (Laestadius) Sprengel
Alopecurus magellanicus Lamarck
Arctagrostis latifolia (R. Brown) Grisebach
Dupontia fisheri R. Brown
Poaceae Festuca brachyphylla Schultes & Schultes f
Anthoxanthum arcticum Veldkamp
Pleuropogon sabinei R. Brown
Poa arctica R. Brown
Forb Asteraceae Tephroseris palustris L. Reichenbach
Cardamine pratensis Linnaeus
Brassicaceae Draba sp. Linnaeus
Eutrema edwardsii R. Brown
Cerastium arcticum Lange
Caryophyllaceae Silene uralensis subsp. uralensis Ruprecht Bocquet
Stellaria longipes Goldie
Orobanch Pedicularis langsdorffii subsp. arctica (R. Brown) Pennell ex Hultén
rovanchaceae Pedicularis sudetica Willdenow
Chrysosplenium tetrandrum Th. Fries
. Saxifraga cernua Linnaeus
Saxifragaceae Saxifraga hirculus Linnaeus
Saxifraga oppositifolia Linnaeus
Bryophytes . Campylium stellatum (Hedwig) C. Jensen
Amblystegiaceae Tomenthypnum nitens (Hedwig) Loeske
Aneuraceae Aneura pinguis (Linnaeus) Dumort
Aulacomnium acuminatum (Lindberg & Arnell) Kindberg
Aulacomniaceae Aulacomnium palustre (Hedwig) Schwagrichen
Aulacomnium turgidum (Wahlenberg) Schwagrichen
Brachytheciaceae Brachythecium turgidum (Hartman) Kindberg
Bruaceae Bryum cryophilum Maértensson
Y Bryum pseudotriquetrum (Hedwig) Gaertner, Meyer & Scherbius
Calliergon giganteum (Schimper) Kindberg
Calliergonaceae Scorpidium cossonii (Schimper) Hedenas
Scorpidium revolvens (Swartz) Rubers
Dicranaceae Oncophorus wahlenbergii Bridel
Meesiaceae Meesia triquetra (Linnaeus ex Jolyclerc) Angstr'c')m
Mielichhoferiaceae Pohlia nutans (Hedwig) Lindberg
Mui Cinclidium arcticum (Bruch & Schimper) Schimper, Kongl
Hiaceae Pseudobryum cinclidioides (Huebener) T.J. Kop.
. Polytrichum commune Hedwig
Polytrichaceae Polytrichum swartzii Hartman
Sphagnaceae Sphagnum sp.

Linnaeus




Atmosphere 2022, 13, 676

19 of 24

Table A2. Factor loading of each plot analyzed by principal component analysis (PCA). Only the first

two axes are shown.

Plot Fertilization Context PC1 PC2 Plot Fertilization Context PC1 PC2
1 CT 3.46 0.48 37 N 2.78 —0.01
2 CT 2.94 -0.17 38 N 0.19 0.02
3 N 3.09 0.37 39 N —-2.18 0.40
4 N 3.27 —0.20 40 N —0.46 1.38
5 N 3.16 —0.85 41 CT —0.39 —1.40
6 N 3.10 —-0.17 42 CT 1.36 —1.36
7 N 3.55 —0.07 43 NP —2.80 —1.39
8 N 3.05 0.24 44 NP —2.31 —2.03
9 NP 1.42 —1.24 45 NP —-2.50 —0.67
10 NP —0.25 0.13 46 NP —2.18 —0.21
11 NP -1.32 —2.54 47 N 0.95 0.02
12 NP 0.34 —0.02 48 N 0.39 —0.41
13 N 2.67 0.54 49 N —0.66 0.64
14 N 2.53 1.07 50 N —-0.22 1.97
15 N 3.52 —-1.95 51 N —0.28 0.27
16 N 3.90 —1.03 52 N —2.01 1.66
17 CT 2.15 1.43 53 CT 0.87 2.89
18 CT 1.90 1.58 54 CT 0.82 1.42
19 NP —2.85 —2.46 55 NP —-1.12 —0.97
20 NP —3.59 —5.69 56 NP —0.84 1.43
21 NP 0.43 —1.52 57 NP —-2.91 2.61
22 NP —0.09 —1.62 58 NP —-1.75 1.70
23 N 2.60 —0.10 59 N —0.06 2.52
24 N 2.65 —0.02 60 N —2.42 2.49
25 N 0.53 0.88 61 CT —2.51 —-0.92
26 N 0.81 2.29 62 CT —2.81 —0.72
27 N 0.34 2.39 63 N 0.86 —0.49
28 N —0.80 2.03 64 N 1.01 -1.99
29 CT 0.69 1.45 65 N 0.18 —-0.13
30 CT 0.97 1.12 66 N 1.35 —0.12
31 NP —-1.32 0.47 67 N 1.97 —2.43
32 NP —-1.55 0.15 68 N —0.99 —2.09
33 NP —0.33 1.11 69 NP —0.86 —1.58
34 NP —0.81 1.36 70 NP —2.18 -1.97
35 N —3.08 0.53 71 NP —2.45 —1.01
36 N —2.84 1.49 72 NP —2.58 —-1.27

Table A3. Contribution loading of each species analyzed by principal component analysis (PCA).

Only the first two axes are shown. Species with the highest loadings on either side of each axis are

indicated with an asterisk *.

Species PC1 PC2
Aulacomnium acuminatum * 0.54 % 0.33 %
Aneura pinguis —0.01 0.01
Brachythecium turgidum 0.04 0.07
Bryum pseudotriquetrum -0.21 —0.10
Calliergon giganteum —0.11 —0.08
Campylium stellatum —0.16 —-0.27 %
Cinclidium arcticum 0.03 —0.09
Meesia triquetra -0.11 -0.11
Oncophorus wahlenbergii 0.00 0.00
Pohlia nutans 0.09 0.20
Polytrichum swartzii 0.08 0.03
Scorpidium cossonii * —0.40* —-0.22%
Scorpidium revolvens * —0.42* —0.01
Sphagnum sp. —0.01 0.05
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Table A3. Cont.

Species PC1 PC2
Tomenthypnum nitens 0.07 —0.14
Lichen * 0.13 0.24*
Eriophorum scheuchzeri * 0.02 0.30 %
Arctagrostis latifolia —0.20 0.09
Carex aquatilis * —0.25* 0.07
Chrysosplenium tetrandrum 0.01 —0.03
Dupontia fisheri * —0.07 0.34*
Anthoxanthum arcticum 0.13 —0.05
Pedicularis langsdorﬁ‘u subsp. _011 0.10
arctica
Poa arctica * 0.30* -0.72%
Draba sp. 0.03 0.03
Salix arctica 0.12 0.11
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Figure Al. Precipitation (mm) and mean daily temperature (°C) for summer 2004 (Year 2), 2007
(Year 5) and 2019 (Year 16) on Bylot Island. The average daily temperature for the summer was 3.6 °C

in 2004, 4.7 °C in 2007 and 11.1 °C in 2019. Cumulative precipitation for the summer was 141.5 mm
over 30 rainy days in 2004, 62.7 mm over 26 rainy days in 2007 and 71.8 mm over 32 rainy in 2019 [52].



Atmosphere 2022, 13, 676 21 of 24

References

1. Remmert, H. Arctic Animal Ecology; Springer: Berlin, Germany, 1980; 252p.

2. Tedrow, J.C.F. Soils of the Polar Landscapes; Rutgers University Press: New Brunswick, NJ, USA, 1977.

3. Heal, O.; Flanagan, PW.; French, D.D.; MacLean, ].S.F. Decomposition and accumulation of organic matter in tundra. In Tundra
Ecosystems: A Comparative Analysis; Cambridge University Press: Cambridge, UK, 1981; pp. 587-633.

4. Mikan, C.J.; Schimel, J.P.; Doyle, A.P. Temperature controls of microbial respiration in arctic tundra soils above and below freezing.
Soil Biol. Biochem. 2002, 34, 1785-1795. [CrossRef]

5. Chapin, ES.; Rincon, E.; Huante, P. Environmental responses of plants and ecosystems as predictors of the impact of global
change. J. Biosci. 1993, 18, 515-524. [CrossRef]

6. Nadelhoffer, K.J.; Giblin, A.E.; Shaver, G.R.; Linkins, A.E. Microbial processes and plant nutrient availability in arctic soils. In
Arctic Ecosystems in a Changing Climate; Academic Press, Inc.: San Diego, CA, USA, 1992.

7. Shaver, G.R.; Giblin, A.E.; Nadelhoffer, K.J.; Thieler, K.K.; Downs, M.R.; Laundre, J.A.; Rastetter, E.B. Carbon turnover in Alaskan
tundra soils: Effects of organic matter quality, temperature, moisture and fertilizer. J. Ecol. 2006, 94, 740-753. [CrossRef]

8. McLaren, J.R.; Buckeridge, K.M. Enhanced plant leaf P and unchanged soil P stocks after a quarter century of warming in the
arctic tundra. Ecosphere 2021, 12, e03838. [CrossRef]

9.  Marty, C.; Houle, D.; Gagnon, C.; Courchesne, F. The relationships of soil total nitrogen concentrations, pools and C:N ratios with
climate, vegetation types and nitrate deposition in temperate and boreal forests of eastern Canada. Catena 2017, 152, 163-172.
[CrossRef]

10. Smith, C.K,; Coyea, M.R.; Munson, A.D. Soil carbon, nitrogen, and phosphorus stocks and dynamics under disturbed black
spruce forests. Ecol. Appl. 2000, 10, 775-788. [CrossRef]

11. Jiang, J.; Wang, Y.P; Yang, Y.H.; Yu, M.X.; Wang, C.; Yan, ].H. Interactive effects of nitrogen and phosphorus additions on plant
growth vary with ecosystem type. Plant Soil 2019, 440, 523-537. [CrossRef]

12.  Klupar, I; Rocha, A.V,; Rastetter, E.B. Alleviation of nutrient co-limitation induces regime shifts in post-fire community composi-
tion and productivity in Arctic tundra. Glob. Chang. Biol. 2021, 27, 3324-3335. [CrossRef]

13. DPost, E.; Alley, R.B.; Christensen, T.R.; Macias-Fauria, M.; Forbes, B.C.; Gooseff, M.N; Iler, A.; Kerby, ].T.; Laidre, K.L.; Mann,
M.E; et al. The polar regions in a 2 degrees C warmer world. Sci. Adv. 2019, 5, 12. [CrossRef]

14. Sistla, S.A.; Moore, J.C.; Simpson, R.T.; Gough, L.; Shaver, G.R.; Schimel, J.P. Long-term warming restructures Arctic tundra
without changing net soil carbon storage. Nature 2013, 497, 615-618. [CrossRef]

15.  Nadelhoffer, KJ.; Giblin, A.E.; Shaver, G.R.; Laundre, J.A. Effects of temperature and substrate quality on element mineralization
in 6 arctic soils. Ecology 1991, 72, 242-253. [CrossRef]

16. Schmidt, I; Jonasson, S.; Shaver, G.; Michelsen, A.; Nordin, A. Mineralization and distribution of nutrients in plants and microbes
in four arctic ecosystems: Responses to warming. Plant Soil 2002, 242, 93-106. [CrossRef]

17.  Koyama, A.; Wallenstein, M.D.; Simpson, R.T.; Moore, J.C. Soil bacterial community composition altered by increased nutrient
availability in Arctic tundra soils. Front. Microbiol. 2014, 5, 16. [CrossRef] [PubMed]

18.  Mack, M.C,; Schuur, E.A.G.; Bret-Harte, M.S.; Shaver, G.R.; Chapin, F.S. Ecosystem carbon storage in arctic tundra reduced by
long-term nutrient fertilization. Nature 2004, 431, 440-443. [CrossRef] [PubMed]

19. Nowinski, N.S.; Trumbore, S.E.; Schuur, E.A.G.; Mack, M.C.; Shaver, G.R. Nutrient addition prompts rapid destabilization of
organic matter in an arctic tundra ecosystem. Ecosystems 2008, 11, 16-25. [CrossRef]

20. Chapin, ES. Integrated responses of plants to stress. Bioscienice 1991, 41, 29-36. [CrossRef]

21. Jiang, Y.Y;; Rocha, A.V,; Rastetter, E.B.; Shaver, G.R.; Mishra, U.; Zhuang, Q.L.; Kwiatkowski, B.L. C-N-P interactions control
climate driven changes in regional patterns of C storage on the North Slope of Alaska. Landsc. Ecol. 2016, 31, 195-213. [CrossRef]

22. Shaver, G.R.; Chapin, F,; Gartner, B.L. Factors limiting seasonal growth and peak biomass accumulation in eriophorum vaginatum
in alaskan tussock tundra. J. Ecol. 1986, 74, 257-278. [CrossRef]

23. Marion, G.M,; Hastings, S.J.; Oberbauer, S.F.; Oechel, W.C. Soil-plant element relationships in a tundra ecosystem. Holarct. Ecol.
1989, 12, 296-303. [CrossRef]

24. DeMarco, J.; Mack, M.C.; Bret-Harte, M.S.; Burton, M.; Shaver, G.R. Long-term experimental warming and nutrient additions
increase productivity in tall deciduous shrub tundra. Ecosphere 2014, 5, 22. [CrossRef]

25. Stewart, E.J.; Dawson, J.; Draper, D. Cruise Tourism and Residents in Arctic Canada: Development of a Resident Attitude
Typology. J. Hosp. Tour. Manag. 2011, 18, 95-106. [CrossRef]

26. Harsem, O.; Eide, A.; Heen, K. Factors influencing future oil and gas prospects in the Arctic. Energy Policy 2011, 39, 8037-8045.
[CrossRef]

27.  Winther, M,; Christensen, ].H.; Plejdrup, M.S.; Ravn, E.S.; Eriksson, O.E,; Kristensen, H.O. Emission inventories for ships in the
arctic based on satellite sampled AIS data. Atmos. Environ. 2014, 91, 1-14. [CrossRef]

28. Held, I.M.; Soden, B.]. Robust responses of the hydrological cycle to global warming. . Clim. 2006, 19, 5686-5699. [CrossRef]

29. Choudhary, S.; Blaud, A.; Osborn, A.M.; Press, M.C.; Phoenix, G.K. Nitrogen accumulation and partitioning in a High Arctic
tundra ecosystem from extreme atmospheric N deposition events. Sci. Total Environ. 2016, 554, 303-310. [CrossRef]

30. Serreze, M.C,; Francis, ].A. The arctic amplification debate. Clim. Chang. 2006, 76, 241-264. [CrossRef]

31. De Schrijver, A.; De Frenne, P.; Ampoorter, E.; Van Nevel, L.; Demey, A.; Wuyts, K.; Verheyen, K. Cumulative nitrogen input

drives species loss in terrestrial ecosystems. Glob. Ecol. Biogeogr. 2011, 20, 803-816. [CrossRef]


http://doi.org/10.1016/S0038-0717(02)00168-2
http://doi.org/10.1007/BF02703083
http://doi.org/10.1111/j.1365-2745.2006.01139.x
http://doi.org/10.1002/ecs2.3838
http://doi.org/10.1016/j.catena.2017.01.014
http://doi.org/10.1890/1051-0761(2000)010[0775:SCNAPS]2.0.CO;2
http://doi.org/10.1007/s11104-019-04119-5
http://doi.org/10.1111/gcb.15646
http://doi.org/10.1126/sciadv.aaw9883
http://doi.org/10.1038/nature12129
http://doi.org/10.2307/1938918
http://doi.org/10.1023/A:1019642007929
http://doi.org/10.3389/fmicb.2014.00516
http://www.ncbi.nlm.nih.gov/pubmed/25324836
http://doi.org/10.1038/nature02887
http://www.ncbi.nlm.nih.gov/pubmed/15386009
http://doi.org/10.1007/s10021-007-9104-1
http://doi.org/10.2307/1311538
http://doi.org/10.1007/s10980-015-0266-5
http://doi.org/10.2307/2260362
http://doi.org/10.1111/j.1600-0587.1989.tb00849.x
http://doi.org/10.1890/ES13-00281.1
http://doi.org/10.1375/jhtm.18.1.95
http://doi.org/10.1016/j.enpol.2011.09.058
http://doi.org/10.1016/j.atmosenv.2014.03.006
http://doi.org/10.1175/JCLI3990.1
http://doi.org/10.1016/j.scitotenv.2016.02.155
http://doi.org/10.1007/s10584-005-9017-y
http://doi.org/10.1111/j.1466-8238.2011.00652.x

Atmosphere 2022, 13, 676 22 of 24

32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

43.

44.

45.

46.

47.

48.

49.

50.

51.

52.

53.

54.

55.

56.

57.

58.

van der Wal, R.; Pearce, 1.5.K.; Brooker, R W. Mosses and the struggle for light in a nitrogen-polluted world. Oecologia 2005, 142,
159-168. [CrossRef]

Virtanen, R.; Johnston, A.E.; Crawley, M.].; Edwards, G.R. Bryophyte biomass and species richness on the Park Grass Experiment,
Rothamsted, UK. Plant Ecol. 2000, 151, 129-141. [CrossRef]

Alatalo, ].M.; Little, C.J.; Jagerbrand, A.K.; Molau, U. Vascular plant abundance and diversity in an alpine heath under observed
and simulated global change. Sci. Rep. 2015, 5, 11. [CrossRef]

Chagnon, C.; Boudreau, S. Shrub canopy induces a decline in lichen abundance and diversity in Nunavik (Quebec, Canada). Arct.
Antarct. Alp. Res. 2019, 51, 521-532. [CrossRef]

Lang, S.I.; Cornelissen, ].H.C.; Shaver, G.R.; Ahrens, M.; Callaghan, T.V.; Molau, U.; Ter Braak, C.J.E; Holzer, A.; Aerts, R. Arctic
warming on two continents has consistent negative effects on lichen diversity and mixed effects on bryophyte diversity. Glob.
Chang. Biol. 2012, 18, 1096-1107. [CrossRef]

Vuorinen, K.E.M.; Oksanen, L.; Oksanen, T.; Pyykonen, A.; Olofsson, J.; Virtanen, R. Open tundra persist, but arctic features
decline-Vegetation changes in the warming Fennoscandian tundra. Glob. Chang. Biol. 2017, 23, 3794-3807. [CrossRef] [PubMed]
Walker, M.D.; Wahren, C.H.; Hollister, R.D.; Henry, G.H.R.; Ahlquist, L.E.; Alatalo, ].M.; Bret-Harte, M.S.; Calef, M.P.; Callaghan,
T.V,; Carroll, A.B.; et al. Plant community responses to experimental warming across the tundra biome. Proc. Natl. Acad. Sci. USA
2006, 103, 1342-1346. [CrossRef] [PubMed]

Bobbink, R.; Hicks, K.; Galloway, J.; Spranger, T.; Alkemade, R.; Ashmore, M.; Bustamante, M.; Cinderby, S.; Davidson, E.;
Dentener, E; et al. Global assessment of nitrogen deposition effects on terrestrial plant diversity: A synthesis. Ecol. Appl. 2010, 20,
30-59. [CrossRef] [PubMed]

Hobbie, S.E.; Gough, L. Foliar and soil nutrients in tundra on glacial landscapes of contrasting ages in northern Alaska. Oecologia
2002, 131, 453-462. [CrossRef]

Chapin, ES.; Shaver, G.R. Physiological and growth responses of arctic plants to a field experiment simulating climatic change.
Ecology 1996, 77, 822-840. [CrossRef]

Kotanen, PM. Fates of added nitrogen in freshwater arctic wetlands grazed by Snow Geese: The role of mosses. Arct. Antarct. Alp.
Res. 2002, 34, 219-225. [CrossRef]

Pouliot, R.; Rochefort, L.; Gauthier, G. Moss carpets constrain the fertilizing effects of herbivores on graminoid plants in arctic
polygon fens. Botany 2009, 87, 1209-1222. [CrossRef]

Gauthier, G.; Béty, J.; Cadieux, M.C.; Legagneux, P.; Doiron, M.; Chevallier, C.; Lai, S.; Tarroux, A.; Berteaux, D. Long-term
monitoring at multiple trophic levels suggests heterogeneity in responses to climate change in the Canadian Arctic tundra. Philos.
Trans. R. Soc. Lond. B Biol. Sci. 2013, 368, 20120482. [CrossRef]

Ellis, C.J.; Rochefort, L. Century-scale development of polygon-patterned tundra wetland, Bylot Island (73° N, 80° W). Ecology
2004, 85, 963-978. [CrossRef]

Massé, H.; Rochefort, L.; Gauthier, G. Carrying capacity of wetland habitats used by breeding greater snow geese. J. Wildl. Manag.
2001, 65, 271-281. [CrossRef]

Gamon, J.A.; Kershaw, G.P.; Williamson, S.; Hik, D.S. Microtopographic patterns in an arctic baydjarakh field: Do fine-grain
patterns enforce landscape stability? Environ. Res. Lett. 2012, 7, 6. [CrossRef]

Zona, D.; Lipson, D.A.; Zulueta, R.C.; Oberbauer, S.F.; Oechel, W.C. Microtopographic controls on ecosystem functioning in the
Arctic Coastal Plain. . Geophys. Res.-Biogeosci. 2011, 116, 12. [CrossRef]

Marchand-Roy, M. Leffet Fertilisant de la Grande Oie des Neiges: Cing ans de Suivi de L'azote et du Phosphore dans les Polygones de
tourbe de I'fle Bylot au Nunavut; Université Laval: Québec, QC, Canada, 2009.

Gauthier, G.; Berteaux, D.; Béty, J.; Tarroux, A.; Therrien, J.E; McKinnon, L.; Legagneux, P.; Cadieux, M.C. The tundra food web of
Bylot Island in a changing climate and the role of exchanges between ecosystems. Ecoscience 2011, 18, 223-235. [CrossRef]
Godin, E. Arctic Change 2020 Abstracts (continued). Arct. Sci. 2020, 1, 240-368. [CrossRef]

CEN. Climate Station Data from Bylot Island in Nunavut, Canada, v. 1.11 (1992-2019); CEN: Québec, QC, Canada, 2020. [CrossRef]
Vivanco, M.G.; Theobald, M.R.; Garcia-Gomez, H.; Garrido, ]J.L.; Prank, M.; Aas, W.; Adani, M.; Alyuz, U.; Andersson, C.; Bellasio,
R.; et al. Modeled deposition of nitrogen and sulfur in Europe estimated by 14 air quality model systems: Evaluation, effects of
changes in emissions and implications for habitat protection. Atmos. Chem. Phys. 2018, 18, 10199-10218. [CrossRef]

Ackerman, D.; Millet, D.B.; Chen, X. Global Estimates of Inorganic Nitrogen Deposition Across Four Decades. Glob. Biogeochem.
Cycles 2019, 33, 100-107. [CrossRef]

Hik, D.S.; Jefferies, R.L. Increase in the net aboveground primary production of a salt-marsh forage grass: A test of the predictions
of the herbivore-optimization. J. Ecol. 1990, 78, 180-195. [CrossRef]

Kielland, K. Amino-acid absorption by arctic plants—Implication for plant nutrition and nitrogen cycling. Ecology 1994, 75,
2373-2383. [CrossRef]

Morrissette-Boileau, C.; Boudreau, S.; Tremblay, ].P; Cote, S.D. Simulated caribou browsing limits the effect of nutrient addition
on the growth of Betula glandulosa, an expanding shrub species in Eastern Canada. J. Ecol. 2018, 106, 1256-1265. [CrossRef]
Prager, C.M.; Naeem, S.; Boelman, N.T.; Eitel, ].U.H.; Greaves, H.E.; Heskel, M.A.; Magney, T.S.; Menge, D.N.L.; Vierling, L.A;
Griffin, K.L. A gradient of nutrient enrichment reveals nonlinear impacts of fertilization on Arctic plant diversity and ecosystem
function. Ecol. Evol. 2017, 7, 2449-2460. [CrossRef] [PubMed]


http://doi.org/10.1007/s00442-004-1706-0
http://doi.org/10.1023/A:1026533418357
http://doi.org/10.1038/srep10197
http://doi.org/10.1080/15230430.2019.1688751
http://doi.org/10.1111/j.1365-2486.2011.02570.x
http://doi.org/10.1111/gcb.13710
http://www.ncbi.nlm.nih.gov/pubmed/28488280
http://doi.org/10.1073/pnas.0503198103
http://www.ncbi.nlm.nih.gov/pubmed/16428292
http://doi.org/10.1890/08-1140.1
http://www.ncbi.nlm.nih.gov/pubmed/20349829
http://doi.org/10.1007/s00442-002-0892-x
http://doi.org/10.2307/2265504
http://doi.org/10.1080/15230430.2002.12003487
http://doi.org/10.1139/B09-069
http://doi.org/10.1098/rstb.2012.0482
http://doi.org/10.1890/02-0614
http://doi.org/10.2307/3802906
http://doi.org/10.1088/1748-9326/7/1/015502
http://doi.org/10.1029/2009JG001241
http://doi.org/10.2980/18-3-3453
http://doi.org/10.1139/as-2021-0018
http://doi.org/10.5885/45039SL-EE76C1BDAADC4890
http://doi.org/10.5194/acp-18-10199-2018
http://doi.org/10.1029/2018GB005990
http://doi.org/10.2307/2261044
http://doi.org/10.2307/1940891
http://doi.org/10.1111/1365-2745.12899
http://doi.org/10.1002/ece3.2863
http://www.ncbi.nlm.nih.gov/pubmed/28405308

Atmosphere 2022, 13, 676 23 of 24

59.

60.

61.

62.

63.

64.

65.

66.

67.

68.

69.
70.

71.

72.

73.
74.

75.
76.
77.
78.
79.
80.

81.
82.

83.

84.

85.

86.

87.

88.

Saucier, V.; Champagne, E.; Cote, S.D.; Tremblay, ].P. Combined effects of simulated browsing, warming and nutrient addition on
forage availability for migratory caribou in Nunavik, Canada. Polar Biol. 2019, 42, 1561-1570. [CrossRef]

Shaver, G.R.; Chapin, F.S. Long-term responses to factorial, NPK fertilizer treatment by alaskan wet and moist tundra sedge
species. Ecography 1995, 18, 259-275. [CrossRef]

Hicks, L.C.; Yuan, M.Y,; Brangari, A.; Rousk, K.; Rousk, J. Increased Above- and Belowground Plant Input Can Both Trigger
Microbial Nitrogen Mining in Subarctic Tundra Soils. Ecosystems 2022, 25, 105-121. [CrossRef]

Limpens, J.; Granath, G.; Gunnarsson, U.; Aerts, R.; Bayley, S.; Bragazza, L.; Bubier, J.; Buttler, A.; van den Berg, L.].L.; Francez,
A].; et al. Climatic modifiers of the response to nitrogen deposition in peat-forming Sphagnum mosses: A meta-analysis. New
Phytol. 2011, 191, 496-507. [CrossRef]

Aerts, R.; van Bodegom, P.M.; Cornelissen, ]. H.C. Litter stoichiometric traits of plant species of high-latitude ecosystems show
high responsiveness to global change without causing strong variation in litter decomposition. New Phytol. 2012, 196, 181-188.
[CrossRef]

Shaw, A.N.; Cleveland, C.C. The effects of temperature on soil phosphorus availability and phosphatase enzyme activities:
A cross-ecosystem study from the tropics to the Arctic. Biogeochemistry 2020, 151, 113-125. [CrossRef]

Haag, R.W. Nutrient limitations to plant production in 2 tundra communities. Can. J. Bot.-Rev. Can. Bot. 1974, 52, 103-116.
[CrossRef]

Intergovernmental Panel on Climate. IPCC: Climate Change 2021: The Physical Science Basis; Intergovernmental Panel on Climate:
Geneva, Switzerland, 2021.

Gauthier, G.; Hughes, J.; Reed, A.; Beaulieu, J.; Rochefort, L. Effect of grazing by Greater Snow Geese on the production of
graminoids at an arctic site (Bylot Island, NWT, Canada). J. Ecol. 1995, 83, 653—664. [CrossRef]

Pouliot, R.; Marchand-Roy, M.; Rochefort, L.; Gauthier, G. Estimating moss growth in arctic conditions: A comparison of
three methods. Bryologist 2010, 113, 322-332. [CrossRef]

Clymo, R.S. Growth of sphagnum—Methods of measurement. J. Ecol. 1970, 58, 13. [CrossRef]

Isaac, R.A.; Johnson, W.C. Determination of total nitrogen in plant-tissue, using a block digestor. J. Assoc. Off. Anal. Chem. 1976,
59, 98-100. [CrossRef]

Nkonge, C.; Ballance, G.M. A sensitive colorimetric procedure for nitrogen determination in micro-kjeldahl digests. J. Agric. Food
Chem. 1982, 30, 416-420. [CrossRef]

Tandon, H.L.S.; Cescas, M.P,; Tyner, E.H. An acid-free vanadate-molybdate reagent for determination of total phosphorus in soils.
Soil Sci. Soc. Am. Proc. 1968, 32, 48-51. [CrossRef]

Fox, J.; Weisberg, S. An R Companion to Applied Regression; Sage Publications: Los Angeles, CA, USA, 2018.

Legendre, P.; Gallagher, E.D. Ecologically meaningful transformations for ordination of species data. Oecologia 2001, 129, 271-280.
[CrossRef]

Stuble, K.L.; Bewick, S.; Fisher, M.; Forister, M.L.; Harrison, S.P,; Shapir, A.M.; Latimer, A.M.; Fox, L.R. The promise and the perils
of resurveying to understand global change impacts. Ecol. Monogr. 2021, 91, 14. [CrossRef]

Holm, S. A simple sequentially rejective multiple test procedure. Scand. . Stat. 1979, 6, 65-70.

Team., R.C. R: A language and Environment for Statistical Computing; R Foundation for Statistical Computing: Vienna, Austria, 2020.
Wickham, H. ggplot2: Elegant Graphics for Data Analysis; Springer: Vienna, Austria; New York, NY, USA, 2009.

Bates, D.; Machler, M.; Bolker, B.M.; Walker, S.C. Fitting Linear Mixed-Effects Models Using Ime4. |. Stat. Softw. 2015, 67, 1-48.
[CrossRef]

Okasen, F; Blanchet, G.; Kindt, R.; Legendre, P.; Minchin, P.R.; O'Hara, R.B.; Wagner, H. Vegan: Community Ecology Package;
CRAN.R-Project: Hesinki, Finalnd, 2015.

Lé, S.; Josse, J.; Husson, F. FactoMineR: An R package for multivariate analysis. J. Stat. Softw. 2008, 25, 1-18. [CrossRef]

Gignac, L.D.; Vitt, D.H.; Zoltai, S.C.; Bayley, S.E. Bryophyte response surfaces along climatic, chemical, and physical gradients in
peatlands of Western Canada. Nova Hedwig. 1991, 53, 27-71.

Gordon, C.; Wynn, ].M.; Woodin, S.J. Impacts of increased nitrogen supply on high Arctic heath: The importance of bryophytes
and phosphorus availability. New Phytol. 2001, 149, 461-471. [CrossRef] [PubMed]

Rustad, L.E.; Campbell, J.L.; Marion, G.M.; Norby, R.J.; Mitchell, M.].; Hartley, A.E.; Cornelissen, ].H.C.; Gurevitch, J.; Gcte, N.
A meta-analysis of the response of soil respiration, net nitrogen mineralization, and aboveground plant growth to experimental
ecosystem warming. Oecologia 2001, 126, 543-562. [CrossRef] [PubMed]

Oulehle, E; Rowe, E.C.; Myska, O.; Chuman, T.; Evans, C.D. Plant functional type affects nitrogen use efficiency in high-Arctic
tundra. Soil Biol. Biochem. 2016, 94, 19-28. [CrossRef]

Michelsen, A.; Graglia, E.; Schmidt, I.K.; Jonasson, S.; Sleep, D.; Quarmby, C. Differential responses of grass and a dwarf shrub to
long-term changes in soil microbial biomass C, N and P following factorial addition of NPK fertilizer, fungicide and labile carbon
to a heath. New Phytol. 1999, 143, 523-538. [CrossRef]

Epstein, H.E.; Beringer, J.; Gould, W.A.; Lloyd, A.H.; Thompson, C.D.; Chapin, ES.; Michaelson, G.J.; Ping, C.L.; Rupp, T.S,;
Walker, D.A. The nature of spatial transitions in the Arctic. J. Biogeogr. 2004, 31, 1917-1933. [CrossRef]

Nordin, A.; Schmidt, I.K.; Shaver, G.R. Nitrogen uptake by arctic soil microbes and plants in relation to soil nitrogen supply.
Ecology 2004, 85, 955-962. [CrossRef]


http://doi.org/10.1007/s00300-019-02543-y
http://doi.org/10.1111/j.1600-0587.1995.tb00129.x
http://doi.org/10.1007/s10021-021-00642-8
http://doi.org/10.1111/j.1469-8137.2011.03680.x
http://doi.org/10.1111/j.1469-8137.2012.04256.x
http://doi.org/10.1007/s10533-020-00710-6
http://doi.org/10.1139/b74-014
http://doi.org/10.2307/2261633
http://doi.org/10.1639/0007-2745-113.2.322
http://doi.org/10.2307/2258168
http://doi.org/10.1093/jaoac/59.1.98
http://doi.org/10.1021/jf00111a002
http://doi.org/10.2136/sssaj1968.03615995003200010012x
http://doi.org/10.1007/s004420100716
http://doi.org/10.1002/ecm.1435
http://doi.org/10.18637/jss.v067.i01
http://doi.org/10.18637/jss.v025.i01
http://doi.org/10.1046/j.1469-8137.2001.00053.x
http://www.ncbi.nlm.nih.gov/pubmed/33873333
http://doi.org/10.1007/s004420000544
http://www.ncbi.nlm.nih.gov/pubmed/28547240
http://doi.org/10.1016/j.soilbio.2015.11.008
http://doi.org/10.1046/j.1469-8137.1999.00479.x
http://doi.org/10.1111/j.1365-2699.2004.01140.x
http://doi.org/10.1890/03-0084

Atmosphere 2022, 13, 676 24 of 24

89.

90.

91.

92.

93.

94.

95.

96.

97.

98.

99.

100.
101.
102.
103.
104.
105.
106.

107.

108.

109.

110.

111.

112.

113.

Tye, AM.; Young, S.D.; Crout, N.M.J.; West, H.M.; Stapleton, L.M.; Poulton, PR.; Laybourn-Parry, J. The fate of N-15 added to
high Arctic tundra to mimic increased inputs of atmospheric nitrogen released from a melting snowpack. Glob. Chang. Biol. 2005,
11, 1640-1654. [CrossRef]

Wust-Galley, C.; Volk, M.; Bassin, S. Interaction of climate change and nitrogen deposition on subalpine pastures. J. Veg. Sci. 2020,
12, €12946. [CrossRef]

Bassin, S.; Schalajda, J.; Vogel, A.; Suter, M. Different types of sub-alpine grassland respond similarly to elevated nitrogen
deposition in terms of productivity and sedge abundance. J. Veg. Sci. 2012, 23, 1024-1034. [CrossRef]

Shane, M.W.; Cawthray, G.R.; Cramer, M.D.; Kuo, J.; Lambers, H. Specialized ‘dauciform’ roots of Cyperaceae are structurally
distinct, but functionally analogous with ‘cluster’ roots. Plant Cell Environ. 2006, 29, 1989-1999. [CrossRef] [PubMed]

Cusell, C.; Kooijman, A.; Lamers, L.PM. Nitrogen or phosphorus limitation in rich fens?—Edaphic differences explain contrasting
results in vegetation development after fertilization. Plant Soil 2014, 384, 153-168. [CrossRef]

Verhoeven, J.T.A.; Schmitz, M.B. Control of plant-growth by nitrogen and phosphorus in mesotrophic fens. Biogeochemistry 1991,
12, 135-148. [CrossRef]

Heijmans, M.; Berendse, F.; Arp, W.]J.; Masselink, A K.; Klees, H.; de Visser, W.; van Breemen, N. Effects of elevated carbon dioxide
and increased nitrogen deposition on bog vegetation in the Netherlands. J. Ecol. 2001, 89, 268-279. [CrossRef]

Limpens, J.; Berendse, F,; Klees, H. How phosphorus availability affects the impact of nitrogen deposition on Sphagnum and
vascular plants in bogs. Ecosystems 2004, 7, 793-804. [CrossRef]

Elmendorf, S.C.; Henry, G.H.R; Hollister, R.D.; Bjork, R.G.; Bjorkman, A.D.; Callaghan, T.V.; Collier, L.S.; Cooper, E.J.; Cornelissen,
J.H.C,; Day, T.A ; et al. Global assessment of experimental climate warming on tundra vegetation: Heterogeneity over space and
time. Ecol. Lett. 2012, 15, 164-175. [CrossRef]

Iversen, C.M.; Sloan, V.L.; Sullivan, PE,; Euskirchen, E.S.; McGuire, A.D.; Norby, R.J.; Walker, A.P.; Warren, ].M.; Wullschleger, S.D.
The unseen iceberg: Plant roots in arctic tundra. New Phytol. 2015, 205, 34-58. [CrossRef]

Liu, X.; Wang, Z.; Li, X.M.; Bao, W.K. Nitrogen and phosphorus translocation of forest floor mosses as affected by a pulse of these
nutrients. J. Plant Ecol. 2020, 13, 633-640. [CrossRef]

Clymo, R.S. Ion exchange in Sphagnum and its relation to bog ecology. Ann. Bot. 1963, 27, 309-324. [CrossRef]

Clarke, G.C.S.; Greene, S.W.; Greene, D.M. Productivity of bryophytes in polar regions. Ann. Bot. 1971, 35, 99-108. [CrossRef]
Zechmeister, H.G. Growth rates of five pleurocarpous moss species under various climatic conditions. J. Bryol. 1995, 18, 455-468.
[CrossRef]

Asada, T.; Warner, B.G. Growth of mosses in relation to climate factors in a hypermaritime coastal peatland in British Columbia,
Canada. Bryologist 2003, 106, 516-527. [CrossRef]

Callaghan, T.V,; Carlsson, B.A.; Sonesson, M.; Temesvary, A. Between-year variation in climate-related growth of circumarctic
populations of the moss Hylocomium splendens. Funct. Ecol. 1997, 11, 157-165. [CrossRef]

Valéry, L.; Cadieux, M.C.; Gauthier, G. Spatial heterogeneity of primary production as both cause and consequence of foraging
patterns of an expanding Greater Snow Goose colony. Ecoscience 2010, 17, 9-19. [CrossRef]

Gauthier, G.; Béty, J.; Giroux, J.-F.; Rochefort, L. Trophic interactions in a High Arctic Snow Goose Colony. Integr. Comp. Biol. 2004,
44, 119-129. [CrossRef] [PubMed]

Nishizawa, K.; Deschamps, L.; Maire, V.; Bety, ].; Levesque, E.; Kitagawa, R.; Masumoto, S.; Gosselin, I.; Morneault, A.; Rochefort,
L.; et al. Long-term consequences of goose exclusion on nutrient cycles and plant communities in the High-Arctic. Polar Sci. 2021,
27,13. [CrossRef]

Kuhnel, R.; Roberts, T.J.; Bjorkman, M.P.; Isaksson, E.; Aas, W.; Holmen, K.; Strom, J. 20-Year Climatology of NO3- and NH4+ Wet
Deposition at Ny-Alesund, Svalbard. Adv. Meteorol. 2011, 2011, 406508. [CrossRef]

Bilbrough, C.J.; Welker, ] M.; Bowman, W.D. Early spring nitrogen uptake by snow-covered plants: A comparison of arctic and
alpine plant function under the snowpack. Arct. Antarct. Alp. Res. 2000, 32, 404—411. [CrossRef]

Rasmussen, L.H.; Zhang, W.X.; Ambus, P.; Michelsen, A.; Jansson, P.E.; Kitzler, B.; Elberling, B. Nitrogen transport in a tundra
landscape: The effects of early and late growing season lateral N inputs on arctic soil and plant N pools and N2O fluxes.
Biogeochemistry 2022, 157, 69-84. [CrossRef]

Myers-Smith, I.H.; Grabowski, M.M.; Thomas, H.].D.; Angers-Blondin, S.; Daskalova, G.N.; Bjorkman, A.D.; Cunliffe, AM.;
Assmann, ].J.; Boyle, ].S.; McLeod, E.; et al. Eighteen years of ecological monitoring reveals multiple lines of evidence for tundra
vegetation change. Ecol. Monogr. 2019, 89, 21. [CrossRef]

Brouillet, L.; Coursol, F.; Meades, S.J.; Favreau, M.; Anions, M.; Bélisle, P.; Desmet, P. VASCAN, the Database of Vascular Plants of
Canada; Canadensys: Ottawa, ON, Canada, 2010.

Faubert, J.; Leclerc, S.; Anions, M.; D’Aotist, M.; Favreau, M.; Higgins, K.; Lamond, M.; Lavoie, A.; Lapointe, M.; Nadeau, S.; et al.
Base de Données des Bryophytes du Québec-Labrador (BRYOQUEL); Société Québecoise de Bryologie: Québec, QC, Canada, 2014.


http://doi.org/10.1111/j.1365-2486.2005.01044.x
http://doi.org/10.1111/jvs.12946
http://doi.org/10.1111/j.1654-1103.2012.01422.x
http://doi.org/10.1111/j.1365-3040.2006.01574.x
http://www.ncbi.nlm.nih.gov/pubmed/16930324
http://doi.org/10.1007/s11104-014-2193-7
http://doi.org/10.1007/BF00001811
http://doi.org/10.1046/j.1365-2745.2001.00547.x
http://doi.org/10.1007/s10021-004-0274-9
http://doi.org/10.1111/j.1461-0248.2011.01716.x
http://doi.org/10.1111/nph.13003
http://doi.org/10.1093/jpe/rtaa050
http://doi.org/10.1093/oxfordjournals.aob.a083847
http://doi.org/10.1093/oxfordjournals.aob.a084472
http://doi.org/10.1179/jbr.1995.18.3.455
http://doi.org/10.1639/0007-2745(2003)106[516:GOMIRT]2.0.CO;2
http://doi.org/10.1046/j.1365-2435.1997.00072.x
http://doi.org/10.2980/17-1-3279
http://doi.org/10.1093/icb/44.2.119
http://www.ncbi.nlm.nih.gov/pubmed/21680492
http://doi.org/10.1016/j.polar.2020.100631
http://doi.org/10.1155/2011/406508
http://doi.org/10.1080/15230430.2000.12003384
http://doi.org/10.1007/s10533-021-00855-y
http://doi.org/10.1002/ecm.1351

	Introduction 
	Materials and Methods 
	Study Area 
	Experimental Design and Fertilization 
	Aboveground Net Primary Productivity (ANPP) 
	Vegetation Composition 
	Chemical Analyses 
	Statistical Analysis 

	Results 
	Aboveground Net Primary Productivity (ANPP) 
	Fertilization Effect after 17 Years 
	Temporal Effect of Fertilization 

	Vegetation Composition 
	Chemical Concentration 
	Fertilization Effect after 17 Years 
	Temporal Effect of Fertilization 


	Discussion 
	Nitrogen Deposition vs. Global Warming 
	Lag in the Response Time 
	Limitation of the Study 

	Conclusions 
	Appendix A
	References



