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Abstract

Nitrogen (N) made available through the decomposition of organic matter is a major

source for plants in terrestrial ecosystems. N cycling in Siberia is however poorly docu-

mented despite the region representing a substantial surface area of the globe.

We studied the influence of pedo-climate (using two forest-steppe and two southern

taiga sites) and vegetation type (aspen forest and grassland) on the redistribution of

N released from decomposing 15N-labelled leaf-litter in south-western (SW) Siberia. A

model of N dynamics was fit to field measurements that yielded estimates of N mean resi-

dence time (MRT ) within litter and soil layers, as well as the proportion of N transferred

from one layer to another.

The release of N from the aspen litter was slower in the forest-steppe (MRT in

litter: 2.9–4.6 years) than in the southern taiga (0.9–1.5 years), likely because winter soil

freezing and summer drought slowed decomposition in the forest-steppe. In contrast,

no difference between the bioclimatic zones was observed for the grass litter (MRT 1.2–

1.6 years), suggesting litter chemistry outweighs pedo-climate in these zones. While most

of the vertical transfer of N down the soil profile occurred during the vegetative season,

important losses were observed after snow-melt. Over three years, the transfer of N

within the soil profile was deeper in the southern taiga sites than in the forest-steppe,

and in forest than in grassland. In the topsoil, the MRT of N was longer in grassland
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(4.9–9.4 years) than in forest (1.5–2.1 years) but there were no pronounced differences

between bioclimatic zones.

The detailed and quantitative view of current N cycling in SW Siberia provided in

this study may serve as the basis for informing ecosystem models that anticipate future

climate and land-use changes.

Keywords: 15N-Labelled Litter, Nitrogen Cycling, Nitrogen Flow Model, Leaf-Litter

Decomposition, Pedo-Climate, South-Western Siberia

1. Introduction1

Siberia covers over 10 million km−2 (6.7 % of terrestrial land globally) and, given its2

northern proximity, it is one of the largest landmasses to be affected by climate change3

(Groisman et al., 2012). For instance, the bioclimatic zones of south-western (SW)4

Siberia (steppe, forest-steppe, and southern taiga), which encompasses the transition5

from cold desert in the south to dense boreal forest in the north, are predicted to spread6

northwards at the expense of taiga zones (Jiang et al., 2012; Lucht et al., 2006; Soja7

et al., 2007; Shuman et al., 2015; Tchebakova et al., 2009). With climate change, shifts8

in temperature and precipitation regimes directly affect microbial enzymatic activities9

related to nitrogen (N) transformations (Borken & Matzner, 2009; Rustad et al., 2001)10

as well as indirectly by influencing transport of enzymes and N substrates through the11

soil profile (Greaver et al., 2016). How these effects manifest in SW Siberia’s different12

bioclimatic zones is not well characterized and, given the potential of these lands as13

candidates for agricultural conversion (Tchebakova et al., 2011; Kicklighter et al., 2014),14

there is a pressing need to understand the soil nutrient cycling of this region.15

In northern ecosystems, litter decomposition is a pivotal process for N cycling. In16

those regions, atmospheric N deposition is generally low (Dentener et al., 2006) and non-17

symbiotic plants depend mostly on litter N recycling to fulfil their nutrient requirements18

(Högberg et al., 2017). Furthermore, N limitation is reported to increase towards the19
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poles (Fay et al., 2015; LeBauer & Treseder, 2008; Reich & Oleksyn, 2004; Vitousek20

& Howarth, 1991). The litter decomposition process consists of fragmentation, depoly-21

merization and mineralization occurring across the litter–soil organic matter continuum22

(Schimel & Bennett, 2004). Soil physico-chemical properties, biological activity, and wa-23

ter fluxes determine the pathways of the litter-derived N transfer, mineralization and/or24

stabilization in the soil (Berg & McClaugherty, 2014; Bingham & Cotrufo, 2016; Cotrufo25

et al., 2015; Lehmann & Kleber, 2015; von Lützow et al., 2006; Schmidt et al., 2011). It26

remains to be seen how these decomposition mechanisms modulate N cycling rates with27

the highly variable pedo-climatic conditions that occur with the pronounced seasonality28

of SW Siberia.29

The SW Siberia region has long cold and snowy winters with temperate summers. It30

is positioned on a gradient of climatic conditions with decreasing air temperature and31

increasing precipitation from south (forest-steppe) to north (southern taiga). During32

winter, the thick snow-pack in the southern taiga prevents soil from freezing while soil33

freezes under the shallow snow-pack in the forest-steppe. As a consequence, soil moisture34

availability is the most contrasting in summer and winter, when the soils of forest-steppe35

are particularly dry because of drought and freezing, while soil moisture remains available36

in the soils of southern taiga. Those pedo-climatic conditions can have a major impact37

on N pool sizes and process rates through the modulation of microbial processes, which38

generally require soil temperatures above zero and sufficient moisture availability (Brooks39

et al., 2011; Groffman et al., 2001; Matzner & Borken, 2008; Shibata, 2016). Finally, the40

soil hydrology is consistently different between the two regions. In the forest-steppe,41

water reserves are recharged by spring snow-melt, while in the southern taiga the soils42

are mostly refilled by autumn precipitation and the snow melt leads to raised groundwater43

levels and overland flow (Brédoire, 2016). Thus, in the southern taiga, snow-melt induces44

drainage and runoff and is followed by the retreat of the water-table from the soil surface45

at the beginning of summer. Such water fluxes could influence the vertical transfer of N46

within the soil.47

Plants have adapted to these contrasting pedo-climatic conditions and exhibit specific48

strategies to access water and nutrients. Notably, fine roots grow deeper and at higher49

densities in forest-steppe than in southern taiga (Brédoire et al., 2016b). As such, differ-50
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ent uptake patterns may also participate in contrasting rates of N cycling, and vertical51

N transfer within the soil profile. The type of vegetation also affects the rate of N release52

from litter decomposition and the time during which N stays in the soil prior to plant up-53

take. In SW Siberia, grasslands interspersed with aspen-birch forests are typical. Grass54

litters generally decompose faster than forest leaf-litters given their lower lignin content55

(Berg & McClaugherty, 2014); thus they may also release N more rapidly (d’Annunzio56

et al., 2008).57

We set out to quantify N cycling in relation to the pedo-climate, and vegetation type58

in remote sites of SW Siberia. Over three years, we traced the 15N released from labelled59

leaf-litter during decomposition in aspen forests and grasslands located in the southern60

taiga and forest-steppe zones. From the collected data, we developed a N transport61

model that provides quantitative values of the time N resides in the different soil layers62

and transfer coefficient between the litter and soil layers. We checked the following63

hypotheses:64

1. rates of aspen and grass litter decomposition at the northern southern taiga sites are65

faster than rates at the forest-steppe sites (based on soil temperature and moisture66

regimes);67

2. N transfer within the soil profile is deeper in the southern taiga than in the forest-68

steppe (based on soil hydrology); and69

3. the time between litterfall and the recycling of litter-derived N by vegetation uptake70

is shorter in grassland than in forest (based on litter chemistry).71

2. Materials and methods72

2.1. Site description73

We selected four sites in SW Siberia that span across a transition from the forest-74

steppe to the southern taiga bioclimatic zones (Fig. S1). Barnaul (BAR) is located in75

the southern part of forest-steppe, Salair East (SAE) in the forest-steppe of the foothills76

of the Salair mountains range, Salair West (SAW) in the southern taiga belt of Salair77

mountains, and Tomsk (TOM) in southern taiga. The main geographic and climate78

characteristics are provided in Table 1.79
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As according to the updated world map of the Koeppen-Geiger climate classification80

(Peel et al., 2007), the southern taiga is located in the very southern part of Dfc zone81

(cold - without dry season - cold summer) and the forest-steppe is located inside Dfb82

zone (cold - without dry season - warm Summer) in direction to BSk (arid - steppe - cold83

summer). Forest vegetation of southern taiga in West Siberia is mostly represented by the84

polydominant community with a prevalence of coniferous forest represented mostly by85

Abies sibirica as well as by Pinus sibirica and Populus tremula. This subzone is also86

distinguished by the absence of ground moss cover and developed herbaceous layer. All87

treeless areas within the subzone originated from human activities and occupied by true88

meadows (Ilina et al., 1985). The vegetation of forest-steppe zone is characterized by the89

natural combination of “islands” of small-leaved deciduous forest (mostly Betula pendula90

and less Populus tremula) and dry meadows in its northern part and meadow steppe in91

the southern part. The proportion of area under meadow vegetation and the number of92

xerophytes in its community increases from north to south (Shumilova, 1962; Ilina et al.,93

1985).94

The soils in SW Siberia have undergone different development from their common95

origin as loess deposits. At the BAR and SAE forest-steppe sites, the main soil-forming96

processes are the formation and accumulation of organic matter, leaching of carbonates in97

the topsoil and formation of secondary carbonates in deep soil layers. Soils in the forest-98

steppe belong to the groups of Chernozems and Phaeozems (Table 1). At the SAW and99

TOM southern taiga sites, the main soil-forming processes are related to the periodic100

movements of the water table, clays are washed from the topsoil and accumulate in the101

deeper layers and carbonates have disappeared from the first meter of the soil profile. In102

these two southern taiga sites, soils belong to the group of Luvisols (Table 1). Physico-103

chemical characteristics (data from Brédoire et al. (2016a)) as well as fine root densities104

(data from Brédoire et al. (2016b)) of the topsoil are provided in Table 2.105

All the study sites presented share comparable features in terms of dominant species106

composition and stand characteristics (Brédoire et al. (2016b). The main figures are107

reported in Tables S1 and S2). They had almost pure aspen (Populus tremula L.) forest108

stands (Table S1) along with nearby grassland areas. SAW did not present grassland109

areas, yielding four sites with forest and three with grassland in our data set for SW110
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Siberia. All aspen stands had a closed canopy.111

2.2. Preparation and installation of 15N-labelled litters112

We used a single source of labelled material for all sites and both vegetation types,113

which allows the assessment of the pedo-climatic effects on its decomposition. 15N-114

labelled aspen and grass leaf-litters were produced near the village of Chebula (Novosi-115

birsk region), located in between all our study sites. Two liters of 15N-labelled urea116

(3 g urea L−1) were sprayed on the foliage of aspen trees and on live grasses in late June117

2012. This technique allows uniform incorporation of the 15N into the leaves (Zeller et al.,118

1998). Approximately 2 kg (dry mass) of each labelled vegetation type were collected at119

the beginning of September 2012, in the late phase of senescence but before brown aspen120

leaves fell to the ground. The collected material was air-dried to avoid decomposition121

before its deposition on the experimental field sites. The δ15N of the labelled litters122

(528%� ± 103%� for the aspen litter, and 3159%� ± 474%� for the grass litter; mean123

± sd for 8 and 6 replicates, respectively) were well above the natural abundances of124

the litters on site (1.1%�–3.9%� for aspen litter, and 0.5%�–2.3%� for the grass litter).125

The elemental compositions of the labelled litters (C: 446.6 mg C g−1 ± 5.4 mg C g−1, N:126

13.2 mg N g−1 ± 0.8 mg N g−1, and a C:N ratio of 33.9± 2.2 for the aspen labelled litter;127

and C: 424.1 mg C g−1 ± 4.0 mg C g−1, N: 9.9 mg N g−1 ± 1.4 mg N g−1, and a C:N ratio128

of 43.6 ± 6.6 for the grass labelled litter) were within the range of variation observed on129

sites for litterfall and grass litter (Table S1).130

In late September of 2012, we deposited at each site the 15N-labelled litter on six131

replicate 1.4 × 1.4m plots. The distance between two plots ranged from 3 to 15 m. In132

forest plots, we carefully removed recently fallen litter (leaves and a few branches) over133

the area of the experimental plot and replaced it by 255 g m−2 of dry 15N-labelled aspen134

litter, which is similar to the natural production estimated in a preliminary study (litter135

traps, Barsukov unpublished data). In grassland plots, we cut and removed dead grass136

and deposited a similar amount of 15N-labelled grass litter (204, 306 and 357 g m−2 of137

dry 15N-labelled litter at BAR, SAE and TOM, respectively). The labelled litter was138

evenly distributed over the plot area, and then fixed to the soil surface with a nylon net139

(mesh size of 1.5 cm) to avoid wind dispersal and contamination by non-labelled litter.140
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2.3. Sample collection and analyses141

From May 2013 to October 2015, we sampled vegetation (herbaceous species), litter142

and soil twice a year, at the end of Spring and in Autumn within our plots. We sampled143

vegetation and litter layers within a defined area of 30 by 40 cm delimited by a rigid144

plastic frame. Above the netting, we collected live vegetation (understorey in forest)145

when available (this depended on the sampling date and plant phenology) and dead146

plant material, or litter that was deposited after the labelled litter was installed. We147

refer to the “litter layer” as the organic layers that have accumulated on the top of the148

mineral soil (often called “forest floor”), which contains the following sub-layers: the149

Ol layer that contains litter above the net used to keep the litter spatially fixed, 15N-150

labelled litter below the net (only in Spring 2013, when it still could be distinguished151

from older litter), litter Of layer, and litter Oh layer if present (Of and Oh layers were152

distinguished only at SAE forest). Four mineral soil layers were sampled within the same153

area: 0–2.5 cm, 2.5–5 cm, 5–7.5 cm, and 7.5–10 cm. Vegetation and litter samples were154

oven-dried at 60 ◦C and soil samples were air dried, all to a constant mass. The soil was155

then sieved at 2 mm to remove roots (the topsoils studied do not contain gravel). The156

samples were homogenized and an aliquot was finely ground before isotope analyses.157

Elemental and isotopic compositions (total C, total N and δ15N) were determined158

by an IsoPrime 100 isotope ratio mass-spectrometer (IsoPrime Corporation, Cheadle,159

UK) and vario ISOTOPE cube elemental analyzer (Elementar Analysensysteme GmbH,160

Hanau, Germany) using international reference materials USGS 24 (IAEA N1 (0.4%�161

vN2), IAEA N2 (20.3%� vN2)) and USGS 26 (53.7%� vN2). The measurement error of162

δ15N was approximately 0.2%�.163

The natural abundance of 15N in vegetation, litter and of the five soil layers defined164

from 0 to 15 cm were measured at each site on material sampled in July 2013 and prepared165

following the same methods.166

2.4. Isotopic calculations167

The isotopic composition of the samples was expressed in delta units (δ15N, in %�):168

δ15N =

(
Rsample − Rstandard

Rstandard

)
× 1000 (1)
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where R is the mass ratio of 15N to 14N and Rstandard equals 0.0036765. Summaries of169

the δ15N values are provided in the Table S3 and S4.170

The proportion of 15N in the total amount of N measured in a sample (Ntot), the 15N171

abundance (At.%15N), was computed as following:172

At.%15N = 100 ×
15N

15N + 14N
(2)

The recovery of the N derived from the litter applied to plots within a sampled layer173

(NLD) was calculated, for each sampling date, as follows:174

NLD =
(At.%15Nsample − At.%15Ncontrol) ×MN sample

(At.%15Nlab litter − At.%15Nunlab litter) ×MN litter dep
(3)

where At.%15Nsample is the 15N abundance in the sampled layer, At.%15Ncontrol is the175

15N natural abundance of the layer (without labelling), At.%15Nlab litter is the 15N abun-176

dance in the labelled litter, At.%15Nunlab litter is the 15N natural abundance in the litter,177

MN sample is the mass of N in the layer sampled (in g N m−2), andMN litter dep is the mass178

of N deposited with the labelled litter (in g N m−2).179

For soil samples, MN sample was calculated with the mass, volume, and total N con-180

centration of the soil sample after removal of roots. When the sampling volume was181

unknown (generally for the 7.5–10 cm layer), we used soil density (Brédoire et al., 2016b)182

corrected for the volume of large tree roots (> 1 cm diameter) that were numerous in the183

topsoil.184

2.5. Statistical analyses185

The comparison of NLD between sites (i.e. for a given combination of layer, sampling186

and vegetation type) and vegetation covers (i.e. for a given combination of layer, sampling187

and site) were tested using a one-way ANOVA (significance level of p < 0.05) followed188

by a post-hoc Tukey’s HSD (Honestly Significant Difference) test. All data management189

and statistical analyses were performed with R version 3.3.3 (R Core Team, 2017).190

2.6. Modelling191

We developed a simple N flow model between litter and soil compartments (Fig. 1).192

In this model, all the N is initially contained in the litter compartment. Along with litter193

decomposition, N either is transferred downwards to the adjacent compartment or lost194
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from the system, i.e. leached, denitrified, or taken up by the vegetation. We assumed the195

return of the initially deposited N to the litter compartment by vegetation senescence196

was negligible at the timescale of modelling (three years) because the 15N signal is greatly197

diluted in the growing vegetation in our experiment.198

The variation in N recovery with time in each compartment was written as follows:199

dNL

dt
= −kLNL (4)

dN1

dt
= kLNL × aL→1 − k1N1 (5)

dN2

dt
= k1N1 × a1→2 − k2N2 (6)

where: NL, N1 and N2 are the N recovered in the litter, the first (0–5 cm) and the second200

(5–10 cm) soil compartments, respectively ; kL, k1 and k2 are the decomposition rates201

of these compartments and aL→1 and a1→2 are allocation constants, i.e. the proportion202

of the output from the litter compartment and the first soil compartment that reach the203

first and the second soil compartment, respectively. The inverse of the decomposition204

rate (k) is the mean residence time (MRT ) of N in a given compartment:205

MRT =
1

k
(7)

The difference “1 − ax→y” is percentage of N from the compartment x that is exported206

out of the litter–soil system we studied.207

The analytic solutions of these differential equations are:208

NL(t) = NL(0) × e−kLt (8)

N1(t) = NL(0) × aL→1 × kL
k1 − kL

× (e−kLt − e−k1t) (9)

N2(t) = NL(0) × aL→1 × a1→2 × kLk1 ×
[

e−kLt

(k2 − kL)(k1 − kL)

− e−k1t

(k2 − k1)(k1 − kL)
+

e−k2t

(k2 − k1)(k2 − kL)

]
(10)
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The parameters kL, k1, k2, aL→1 and a1→2 were fitted simultaneously by minimizing209

the following fitness, which is the sum of the normalized mean square errors in the three210

compartments:211

fitness =

3∑
i=1

 1

Ōi
× 1

ni
×

ni∑
j=1

(Si(t) −Oi,j(t))
2

 (11)

where Ōi is the mean of the mean observations per date for the compartment i, ni is the212

number of observations in the compartment i, Si(t) is the simulated value of N recovery213

for the compartment i at the time t and Oi,j(t) is the jth observation in the compartment214

i at the time t.215

The optimization was performed with a genetic algorithm (population size 50, proba-216

bility of crossover between pairs of chromosomes 0.8, probability of mutation in a parent217

chromosome 0.1, maximum number of iterations 1000, with local search by “L-BFGS-218

B” method) with the following constraints on the parameters: 0.00055 < kL < 0.0055,219

0.00014 < ksoil < 0.0055 and 0 < a < 1. In summary, the genetic algorithm helps to220

search the best set of model parameters giving the smallest fitness (the global minimum).221

The modelling was performed with R version 3.3.3 (R Core Team, 2017) with the222

package “GA” version 3.0.2 (Scrucca, 2013) for genetic algorithms.223

3. Results224

3.1. N recovery observations225

Over time, the concentration of N derived from the labelled-litter progressively de-226

creased in the litter layer, N was partly transferred to the soil, taken up by the vegetation,227

or exported out of the system (Fig. 2 and 3).228

In the forest plots, N loss from the litter layer was faster in the southern taiga sites229

TOM and SAW compared to the forest-steppe sites BAR and SAE (Fig. 2). After230

two years, in October 2014, the N recovery in the litter layer below the netting was231

significantly lower in the southern taiga sites SAW (10 %) and TOM (7 %) than in the232

forest-steppe sites BAR (46 %) and SAE (67 %) (Tables S5 and S7).233

The amount of N recovered in the soil decreased with soil depth. The N recovery in234

the 0–2.5 cm soil layer reached a maximum in October 2013 in the southern taiga sites235

10



SAW (51 %) and TOM (40 %) and in October 2014 in the forest-steppe site SAE (15 %).236

In BAR, there was no clear peak among the observations; the highest value, 15 %, was237

measured in October 2015.238

Live vegetation usually contained a low amount of litter-derived N (up to 3 %) but239

there was no clear trend in N recovery for this layer. The litter collected above the240

netting (i.e. naturally deposited on the top of the labelled-litter) was also enriched, even241

at the first sampling date, where we measured a recovery of about 3 % in BAR. Albeit242

the exception of BAR, the N recovered in the litter above the netting tended to increase243

with time.244

In the grassland plots, N loss from the litter layer below the netting tended to be faster245

than for the forest plots at all the sites (Fig. 3); however, there were no statistically de-246

tectable differences in loss rates between the sites (Tables S6 and S7). Uncertainties247

inherent to the sampling of such material might have altered the precision of our mea-248

surements (see the possible outliers for spring and autumn 2013 at BAR). In June 2013,249

almost all the labelled N was recovered in the litter layer below the netting at BAR (al-250

most 100 %) and SAE (91 %) while only 50 % was recovered in TOM. In October 2014,251

only 19 and 16 % of N were recovered in this litter layer at SAE and TOM (19 and 16 %,252

respectively) but 40 % were still recovered at BAR. Generally, in the 0–2.5 cm soil layer,253

large amounts of litter-derived N were recovered (often > 40 %), which was significantly254

greater than in forest. Only up to 10 % of the deposited N was recovered in the soil255

between 2.5 and 10 cm, except in SAE where the recovery reached 20 % in the 2.5–5 cm256

layer in October 2014. At SAE, a peak N recovery in the 0–2.5 cm soil layer was observed257

in October 2014 (83 %), while at BAR and TOM the N recovery measured in October258

2015 was the highest (64 and 55 %, respectively). At each sampling, live vegetation was259

enriched in litter-derived N. Interestingly, the highest N recovery in the vegetation was260

measured in June 2013 (8, 3 and 6 % in BAR, SAE and TOM, respectively). The N261

recovery in the litter above the netting increased with time, reaching about 2.5 % in262

October 2014.263

3.2. N recovery modelling264

The model we developed allowed us to reproduce the average N dynamics in each265

compartment and provided quantitative indicators to compare the sites. It was not266
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designed to capture the seasonal variations which partly explains the relatively high267

values of NRMSE together with the high variability in observations (Fig. 4 and 5).268

In the forest plots, the MRT of N in aspen litter was estimated to be 2.9 and 4.6 years269

in the forest-steppe sites BAR and SAE, respectively, and 1.5 and 0.9 years in the southern270

taiga sites SAW and TOM, respectively (Table 3). The MRT of N in the 0–5 cm soil271

compartment was shorter than its MRT in the litter layer. SAW had the shortest MRT272

(1.5 years) and TOM the longest (2.1 years). In the 5–10 cm soil compartment, all the273

MRT but one ranged between 0.6 and 1.1 years. The allocation factor, which is the274

proportion of the output from one compartment that reaches the compartment below,275

ranged from 62 (SAE) to 94 % (SAW) in the 0–5 cm soil compartment and from 42 (SAW)276

to 100 % (BAR) in the 5–10 cm soil compartment (Table 3). The parameters obtained277

for the 5–10 cm soil compartment must be interpreted with caution because of the short278

duration of the experiment and the dilution of the 15N signal in the ecosystem.279

For the grassland plots, TOM also exhibited the shortest MRT in the litter (1.2 years)280

but the difference with the two other sites was less than one year (MRT of 1.6 and281

1.4 years for BAR and SAE, respectively; Table 3). The MRT range (4.9 years at TOM282

to 9.4 years at SAE) in the 0–5 cm soil compartment was much larger than in the litter.283

The MRT ’s were also greater than forest estimates at the same compartment. In the284

5–10 cm soil compartment, the MRT were close to 1 year in SAE and TOM, and around285

2.6 years in BAR. However, the latter might be an over-estimate since the available286

data do not permit to constrain the curvature of the fit in the deepest layer of BAR287

grassland. Allocation from the litter to the 0–5 cm soil compartment and from the 0–5288

to the 5–10 cm soil compartment was greater than 85 % for all sites.289

We simulated the average N recoveries over 3000 days (which is about twice as long290

as the time frame of this study) in the three compartments of the model (Fig. 6). The291

simulations resulted in specific patterns related to site position and vegetation types. In292

forests, we distinguished 2 categories of sites. SAW and TOM presented a fast release of293

N from the litter and transfer to the 0–5 cm soil, but also a fast N loss out of the system.294

According to the model, 50 % of litter N was lost before 1000 days in those sites. In BAR295

and SAE, the release of N from the litter was slower and 50 % of the N remained in the296

system after 1300–1700 days. In grassland, the N loss from the litter occurred rapidly on297
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all the three sites and N was retained quite efficiently in the 0–5 cm soil compartment.298

Around 50 % of the N remained in the system after 3000 days in BAR and SAE while299

this 50 % threshold was reached before 2000 days in TOM.300

4. Discussion301

Understanding seasonal N cycling and ecosystems transfers is critical to predicting the302

SW Siberian ecosystem response to changes in climate, land use, or other perturbations.303

Over the three year experiment, we found higher rates of N release from leaf-litter in304

the southern taiga relative to the forest-steppe and in grassland relative to forest. The305

transfer of N down the soil profile was deeper in the southern taiga than in the forest-306

steppe, and in forests than in grasslands. Below, we discuss how these differences can be307

related to pedo-climatic conditions and vegetation type, but also how other environmental308

characteristics, such as soil properties and hydrology, interact to control the fate of N in309

these Siberian ecosystems.310

4.1. N release from the litter layer: the role of climate and vegetation type311

Consistent with our first hypothesis, we found aspen litter located in the forest-steppe312

bioclimatic zone (BAR and SAE) to release N at a slower rate than litter in the southern313

taiga (SAW and TOM; Table 3). These results are consistent with field observations of314

only a thin organic layer over the mineral soil in the aspen forests of southern taiga and a315

thick one in forest-steppe (up to 5 cm in summer) since litter mass and N losses generally316

exhibit a linear positive relationship (d’Annunzio et al., 2008). In the southern taiga,317

longer periods of microbial activity are likely facilitated by the combination of higher318

soil moisture content in the summer, and a warmer and wetter winter soil compared to319

the forest-steppe (Table 1 and Fig. S2), allowing for a more intense litter decomposition320

and N release at the annual timescale. In particular, litter degradation can persist over321

winter in snow-covered environments protected from frost (Baptist et al., 2010; Brooks322

et al., 2011; Saccone et al., 2013; Uchida et al., 2005).323

With about 45 % (BAR) and 65 % (SAE) of N remaining after 2 years in the litter324

layer (Fig. 2), the N losses from the decomposing aspen litter in the forest-steppe were325

comparable to those reported in various temperate and sub-tropical forests (Zeller et al.,326
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2001; Fahey et al., 2011; van Huysen et al., 2013; Blumfield et al., 2004). Surprisingly,327

the only result we found comparable to the southern taiga (about 10 % N remaining in328

litter after 2 years in SAW and TOM, Fig. 2) concerned tropical eucalyptus plantations329

on a sandy soil in the Congo (Versini et al., 2013). In these tropical plantations, the330

amount of available nutrients is quite low and plant growth largely relies on the rapid331

recycling of plant residues (Versini et al., 2013). A similar observation in the Siberian332

southern taiga may indicate that large soil N stocks are not available for plants, thus333

plants in the southern taiga may also rely on the rapid recycling of N from plant residues.334

In contrast to the aspen litter, we did not find significant differences in N release from335

the grass litter between sites. However, partly consistent with our third hypothesis, N336

release from the grass litter was faster than the release from aspen litter at all forest-337

steppe sites while we did not detect such a difference between litter types in the southern338

taiga. Thus, the fast grass litter decomposition might overcome the pedo-climatic controls339

in the forest-steppe, while in the southern taiga the pedo-climate outweighs the influence340

of litter chemistry on litter N release.341

The rate of N release in the forest-steppe is potentially influenced by not only the342

chemical traits of the different vegetation types but also the unique decomposing en-343

vironment, which ranges from the organic matter milieu present in the litter layer to344

the micro-climate resulting from different vegetative structures. The initial aspen and345

grass litter used in this study had similar C (424–445 mg C g−1) and N (10–13 mg N g−1)346

contents, but other components, not measured here (e.g. lignin, P, K, Ca, Mg, Mn), may347

differ between tree leaves and grass shoots and modulate decay rates (Berg, 2014; Corn-348

well et al., 2008; Keiluweit et al., 2015; Köchy & Wilson, 1997; Melillo et al., 1982; Zhang349

et al., 2008). In addition to the initial quality of the labelled material we employed, the350

forest floor is in reality comprised of a mix of dead leaves and other materials (e.g. tree351

branches, understorey vegetation) that may also modulate the chemical composition of352

the whole organic layer and its decomposition (Finerty et al., 2016; Gessner et al., 2010;353

Hättenschwiler et al., 2005; Joly et al., 2017; De Long et al., 2016).354

Related to the pedo-climate, the micro-climate of the litter layer also slightly differs355

between the forest and grassland within our sites. For example, air and soil surface tem-356

peratures were generally higher in the grassland than in the forest plots (these differences357
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reached about 2 and 2.5–4 ◦C at summertime, respectively; Fig. S2). Accordingly, higher358

temperature of the grassland litter layer may enhance its decomposition as compared359

to forest litter, except in summer when grassland litter might be too dry (particularly360

in the forest-steppe zone). Finally, since solar irradiation of the soil surface is higher361

under grass than tree vegetation cover, photo-degradation might further enhance litter362

decomposition in grasslands (King et al., 2012).363

4.2. N dynamics in the soil layers: role of climate, vegetation type and soil properties364

4.2.1. Vertical transfer365

Across all sites, there were distinct periods over the year where N transfers occurred366

within the soil, as revealed by the specific “build-up and release” pattern observed in the367

0–2.5 cm and 2.5–5 cm soil layers: a net increase in N recovery was observed from the368

autumn samplings while a net decrease was observed from the spring samplings (Fig. 2369

and 3).370

In these Siberian ecosystems, the vertical transfer of N down the litter–soil system is371

probably mostly driven by water fluxes. Indeed, we did not observe a high macro-fauna372

activity while sampling or digging soil pits for all seasons. We suggest that the growing373

season (late spring–mid autumn) precipitation events contribute to the “build-up”, or the374

accumulation of litter-derived N in the top five centimeters of the soil. During this season,375

the soil is drying and precipitation mostly refills the upper soil layers. Also, microbial376

activity is probably the highest at this period, which allows for an efficient N immobiliza-377

tion in the microbial biomass. In the southern taiga, the retreat of the water-table, that378

reached the topsoil at snow-melt, could also help in driving N downwards. In the forest-379

steppe soils, however, the relatively shallower transfer of N and lower concentrations380

corresponds with the slower rate of N release from the litter, coupled with lower intensi-381

ties of both soil water fluxes and soil microbial activity due to dry summer conditions.382

On the contrary, at snow-melt, the water fluxes are particularly strong and the immobi-383

lization capacity of microbes is lower, which causes the “release”, or the loss of N from the384

top five centimeters of the soil. The larger losses recorded in forest-steppe coincide with385

higher infiltration rates resulting from greater winter precipitation as well as snow melt-386

ing on soils which were previously saturated by autumn precipitation (Brédoire (2016);387

Fig. S3). In fact, yearly drainage in forest, which occurs almost exclusively at snow-melt,388
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has been estimated to be almost five times higher in TOM (262±73 mm year−1, 49 years389

mean ± standard deviation) than in BAR (60 ± 43 mm year−1), for example (Brédoire,390

2016).391

Possibly contradicting our second hypothesis, in aspen forests, the proportions of392

litter-derived N exported out of the litter–soil system we studied (given by 1 − aL→1)393

were larger in forest-steppe than in southern taiga (Table 3). These exports are mainly394

attributed to leaching below 10 cm, denitrification, and/or plant uptake. It is possible395

that the yearly plant-uptake in forest-steppe is greater than in southern taiga due to the396

longer vegetation season and the generally higher net primary productivity (Monserud397

et al., 1995). In the unfrozen soils of the southern taiga, despite stronger water fluxes398

relatively to the forest-steppe, the leaching of N below 10 cm could be attenuated at399

snow-melt by microbial immobilization due to the maintenance of a basal activity over400

winter (Brooks et al., 2011; Brooks & Williams, 1999).401

4.2.2. N retention in soil402

Another metric provided by our model is the MRT of N in the different soil layers,403

providing a measure of soil N retention capacity. Our labelling approach followed by404

simple modelling of a single pool of N at each layer makes the implicit assumption that405

all N is homogeneously distributed in the soil matrix and follows the same pathway of406

decomposition and transfer. As our model was calibrated on a short-term experiment,407

our estimates of MRT are relatively short (1.5–2.1 years in aspen forests and 4.9–9.4 years408

in grasslands). Nevertheless, they are similar to those of fast turnover-pools of N from409

European beech litter (Salleles, 2014). At the timescale of our study, most of the litter-410

derived N had not reached the slow-turnover pools (Hatton et al., 2012; Hicks Pries411

et al., 2017), and the contribution of these pools to the N dynamics and the MRT of412

N in soil are then probably under-estimated here (Derrien & Amelung, 2011; Manzoni413

et al., 2012). This notwithstanding, our model allows for a comparison between sites and414

vegetation covers at the timescale of several years.415

The longer retention of N in the 0–5 cm soil layer in grassland than in forest partly416

contradicts our third hypothesis, but is consistent with faster soil C turnover in the417

topsoils of forest vegetation types compared to non-forest vegetation (Mills et al., 2014).418

Soil organic matter from grasslands potentially produce more ammonium than from419
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woody sites (Booth et al., 2005) and, since ammonium is usually taken up more efficiently420

by vegetation and micro-organisms (Kuzyakov & Xu, 2013), this could explain the shallow421

transfer of N in grasslands. In addition, grasslands in SW Siberia tend to have a greater422

net primary production than nearby forests (Monserud et al., 1995) and they have a423

dense root mat found in the first centimeters of the soil (Table 2 and Brédoire et al.424

(2016b)), both of which facilitate N retention and cycling in the topsoils of grasslands.425

Soil organic C has a faster turnover in southern taiga than in forest-steppe in these426

Siberian ecosystems (Kayler et al., 2018); however, we did not find such a pattern for the427

MRT of N within the first ten centimeters of the soil. Besides pedo-climatic conditions428

which control the transfer and immobilization of N, texture and mineralogy also control429

the fate of N within the soil as N is mainly associated with clay and silt fractions (Moni430

et al., 2012; Mueller et al., 2009; Kayler et al., 2011), and N protection increases with431

their increasing amounts (Bingham & Cotrufo, 2016; Dignac et al., 2017; Kleber et al.,432

2015; von Lützow et al., 2006) as well as metallic (hydr)oxides (Bingham & Cotrufo, 2016;433

Duiker et al., 2003; Porras et al., 2017; Torn et al., 1997). By extending our experiment434

on a longer period of time, we may strengthen our estimations of MRT and seek to435

verify how soil texture and mineralogy control the stabilization of N in these Siberian436

ecosystems.437

4.3. Summary and future outlook438

Our approach combining isotope tracing with modelling allows for a comparison be-439

tween sites and vegetation by assessing the rate of N release from the litter, the N mean440

residence time in soil layers, and its vertical transfer down the soil profile.441

The rate of decomposition of the leaf-litter at the soil surface is a major determinant442

for the rate of N cycling in these ecosystems. It is faster in southern taiga (north of443

the region) than in forest-steppe (south). As most of the litter decomposition occurs444

in the vegetation growing season, lower moisture conditions in the forest-steppe might445

hamper decomposer activity. The faster decomposition of the grass than the aspen leaf-446

litter might be attributable to the initial litter quality and litter and soil micro-climatic447

conditions.448

Once in the soil, the turnover of N was comparable for all sites for a given vegetation449

cover. Typically, in the topsoil, we observed “build-up and release” dynamics, with N450
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inputs during the vegetative season and outputs at snow-melt. Different processes oper-451

ate in the study sites, depending on pedo-climate and soil physico-chemical properties.452

Notably, winter soil freezing could be determinant for the vertical transfer of N. The453

retention of N in the grassland topsoils appeared to be rather efficient and substantially454

higher than in forest, which we interpret as an ecosystem property.455

Climate change will certainly impact N cycling in these ecosystems. While increasing456

snowfall (Bulygina et al., 2009, 2011) may enhance winter decomposition and microbial457

immobilization of N by preventing soil freezing in the south of SW Siberia, more fre-458

quent and intense summer droughts (Groisman et al., 2012; IPCC, 2013) would hamper459

decomposition processes and slow down N cycling all over the region (Blok et al., 2016).460

As primary production greatly depends on the synchronization of nutrient availability461

and plant demand in those ecosystems with a strong seasonality of climate, an increase462

in inter-annual climate variability may strongly modulate N cycling and occasionally463

hamper plant nutrition. The southernmost sites are probably the most exposed because464

of the primary importance of snow-fall for winter soil temperature and soil moisture465

availability through the year.466
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Figure 1: Model diagram. NL, N1 and N2 are the litter-derived N contents of the litter layer, the first

(0–5 cm) and the second (5–10 cm) soil layers, respectively. Nx is the N content in the compartment x,

ax→y is the proportion of the output from x (outx) that reaches y, and the difference “1 − ax→y” is the

proportion of the output from x that is lost from the litter–soil system before to reach y (e.g. by plant

uptake, leaching or denitrification).
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Figure 2: Proportion of litter-derived N recovered in each layer in forest. Mean value ± standard

deviation (number of replicates given in Table S7). Vegetation refers to live undertorey vegetation. The

terms “above” and “below” refer to the netting which protects the 15N-labelled litter.
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Table 2: Soil physico-chemical properties. Composite sample from 3 soil pits that were sampled at fixed

depths ± 3 cm (data from Brédoire et al. (2016a)), except total C and total N which are means of all

the samples analysed for 15N isotopic composition (n = 3–4). Fine root (diameter < 0.8 mm) densities

(data from Brédoire et al. (2016b)).

Depth Forest Grassland

(cm) BAR SAE SAW TOM BAR SAE TOM

Apparent density 5 1.0 0.5 0.7 0.9 1.0 0.9 0.9

15 1.2 0.8 1.0 1.1 1.3 1.1 1.2

Particle size 0–2 µm (%) 5 27.7 40.7 22.2 23.2 27.5 35.3 22.0

15 27.2 36.8 20.4 21.9 27.7 34.9 21.2

2–20 µm (%) 5 23.2 26.5 37.9 38.8 20.7 23.8 38.9

15 23.0 25.3 38.2 38.7 21.0 23.9 40.5

20–50 µm (%) 5 35.3 14.9 34.4 30.2 35.5 17.0 30.8

15 35.7 15.6 36.6 31.0 32.7 17.6 31.7

50–200 µm (%) 5 13.0 4.4 4.6 6.9 14.0 4.7 6.7

15 13.5 5.2 3.9 7.4 16.0 4.2 4.7

200–2000 µm (%) 5 0.7 13.4 0.8 0.8 2.2 19.1 1.5

15 0.5 17.0 0.8 0.9 2.5 19.3 1.8

pH H2O 5 6.10 6.17 6.07 5.37 6.50 6.47 5.45

15 6.12 5.97 5.45 5.25 7.20 6.58 5.54

Total N 0–2.5 5.51 8.76 5.83 5.70 4.81 7.78 3.77

(mgNg−1 dry soil) 2.5–5 4.25 7.41 4.41 5.02 3.07 5.47 3.01

5–7.5 3.22 5.66 3.40 4.20 2.77 4.80 2.68

7.5–10 3.02 4.72 2.67 3.73 2.70 4.59 2.35

10–15 2.75 3.86 2.48 3.36 2.71 4.57 2.06

Total C 0–2.5 73.59 115.53 78.45 76.21 56.86 95.06 49.02

(mgCg−1 dry soil) 2.5–5 53.83 93.29 55.23 64.60 33.50 65.91 36.06

5–7.5 39.66 72.95 39.13 50.91 30.64 57.67 29.37

7.5–10 37.13 60.97 28.50 43.57 29.72 54.92 24.63

10–15 33.54 53.01 26.28 38.08 29.55 54.44 21.10

Total CaCO3 5 < 1 < 1 < 1 < 1 < 1 < 1 < 1

(g kg−1) 15 < 1 < 1 < 1 < 1 < 1 < 1 < 1

Al oxides* 5 63.4 101.6 77.1 86.7 58.6 101.2 90.4

(mmol kg−1) 15 64.9 126.0 88.9 95.3 59.3 104.9 91.2

Fe oxides* 5 31.3 56.0 68.0 75.2 25.2 48.5 93.7

(mmol kg−1) 15 33.3 67.2 75.6 79.0 26.3 49.6 95.6

Fine root length density 5 1.44 2.16 0.92 0.77 2.35 2.82 2.79

(cm roots cm−3 soil) 15 0.77 0.94 0.37 0.82 1.30 1.03 1.06

Fine root mass density 5 1.47 1.88 0.86 0.87 1.49 2.04 1.06

(mg roots cm−3 soil) 15 0.56 0.87 0.52 0.58 0.59 0.49 0.22

*poorly crystalline oxides extracted with an ammonium oxalate solution (McKeague & Day, 1966)
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Table 3: Fitted values of the model parameters. Mean residence time (MRT = 1/k) of the deposited N

in the litter layer (MRTL), the 0–5 cm soil layer (MRT1) and the 5–10 cm soil layer (MRT2). Allocation

of the litter-derived N from the litter layer to the 0–5 cm soil layer (aL→1) and from the 0–5 to the

5–10 cm soil layer (a1→2). The MRT are expressed in years. The fitness is the smallest value obtained

by model fitting (Equation 11).

Vegetation Zone Site MRTL MRT 1 MRT 2 aL→1 a1→2 Fitness

Forest Forest-steppe BAR 2.92 1.59 0.82 0.65 1.00 8.6

SAE 4.61 1.87 1.09 0.62 0.62 9.8

southern taiga SAW 1.45 1.49 0.56 0.94 0.42 23.5

TOM 0.89 2.13 0.86 0.75 0.92 14.0

Grassland Forest-steppe BAR 1.63 7.31 2.62 0.86 0.91 19.5

SAE 1.44 9.37 0.90 1.00 0.88 18.3

southern taiga TOM 1.20 4.88 1.15 0.86 0.96 13.3

28



References488

Baptist, F., Yoccoz, N. G., & Choler, P. (2010). Direct and indirect control by snow cover489

over decomposition in alpine tundra along a snowmelt gradient. Plant and Soil , 328 , 397–410.490

doi:10.1007/s11104-009-0119-6.491

Berg, B. (2014). Decomposition patterns for foliar litter – a theory for influencing factors. Soil Biology492

and Biochemistry, 78 , 222–232. doi:10.1016/j.soilbio.2014.08.005.493

Berg, B., & McClaugherty, C. (2014). Plant Litter: Decomposition, Humus Formation, Carbon Seques-494

tration. (Third edition ed.). Springer Science + Business Media. doi:10.1007/978-3-642-38821-7.495

Bingham, A. H., & Cotrufo, M. F. (2016). Organic nitrogen storage in mineral soil: Implications496

for policy and management. Science of The Total Environment , 551-552 , 116–126. doi:10.1016/j.497

scitotenv.2016.02.020.498

Blok, D., Elberling, B., & Michelsen, A. (2016). Initial stages of tundra shrub litter decomposition may499

be accelerated by deeper winter snow but slowed down by spring warming. Ecosystems, 19 , 155–169.500

doi:10.1007/s10021-015-9924-3.501

Blumfield, T. J., Xu, Z., Mathers, N. J., & Saffigna, P. G. (2004). Decomposition of nitrogen-15 labeled502

hoop pine harvest residues in subtropical australia. Soil Science Society of America Journal , 68 ,503

1751. doi:10.2136/sssaj2004.1751.504

Booth, M. S., Stark, J. M., & Rastetter, E. (2005). Controls on nitrogen cycling in terrestrial ecosystems:505

A synthetic analysis of litterature data. Ecological Monographs, 75 , 139–157. doi:10.1890/04-0988.506

Borken, W., & Matzner, E. (2009). Reappraisal of drying and wetting effects on c and n mineralization507

and fluxes in soils. Global Change Biology, 15 , 808–824. doi:10.1111/j.1365-2486.2008.01681.x.508

Brédoire, F. (2016). Impacts of Global Change on the Biogeochemical Cycling of Water and Nutrients509

in the Soil–Plant System and Consequences for Vegetation Growth in South-Western Siberia. Ph.D.510

thesis Université de Bordeaux, France.511

Brédoire, F., Bakker, M. R., Augusto, L., Barsukov, P. A., Derrien, D., Nikitich, P., Rusalimova, O.,512

Zeller, B., & Achat, D. L. (2016a). What is the P value of Siberian soils? soil phosphorus status513

in south-western Siberia and comparison with a global data set. Biogeosciences, 13 , 2493–2509.514

doi:10.5194/bg-13-2493-2016.515

Brédoire, F., Nikitich, P., Barsukov, P. A., Derrien, D., Litvinov, A., Rieckh, H., Rusalimova, O., Zeller,516

B., & Bakker, M. R. (2016b). Distributions of fine root length and mass with soil depth in natural517

ecosystems of southwestern Siberia. Plant and Soil , 400 , 315–335. doi:10.1007/s11104-015-2717-9.518

Brooks, P. D., Grogan, P., Templer, P. H., Groffman, P., Öquist, M. G., & Schimel, J. (2011). Carbon519

and nitrogen cycling in snow-covered environments. Geography Compass, 5 , 682–699. doi:10.1111/520

j.1749-8198.2011.00420.x.521

Brooks, P. D., & Williams, M. W. (1999). Snowpack controls on nitrogen cycling and export in522

seasonally snow-covered catchments. Hydrological Processes, 13 , 2177–2190. doi:10.1002/(SICI)523

1099-1085(199910)13:14/15<2177::AID-HYP850>3.0.CO;2-V.524

Bulygina, O. N., Groisman, P. Y., Razuvaev, V. N., & Korshunova, N. N. (2011). Changes in snow525

29



cover characteristics over northern eurasia since 1966. Environmental Research Letters, 6 , 045204.526

doi:10.1088/1748-9326/6/4/045204.527

Bulygina, O. N., Razuvaev, V. N., & Korshunova, N. N. (2009). Changes in snow cover over northern528

eurasia in the last few decades. Environmental Research Letters, 4 , 045026. doi:10.1088/1748-9326/529

4/4/045026.530

Cornwell, W. K., Cornelissen, J. H. C., Amatangelo, K., Dorrepaal, E., Eviner, V. T., Godoy, O.,531

Hobbie, S. E., Hoorens, B., Kurokawa, H., Pérez-Harguindeguy, N., Quested, H. M., Santiago, L. S.,532

Wardle, D. A., Wright, I. J., Aerts, R., Allison, S. D., Van Bodegom, P., Brovkin, V., Chatain, A.,533

Callaghan, T. V., Díaz, S., Garnier, E., Gurvich, D. E., Kazakou, E., Klein, J. A., Read, J., Reich,534

P. B., Soudzilovskaia, N. A., Vaieretti, M. V., & Westoby, M. (2008). Plant species traits are the535

predominant control on litter decomposition rates within biomes worldwide. Ecology Letters, 11 ,536

1065–1071. doi:10.1111/j.1461-0248.2008.01219.x.537

Cotrufo, M. F., Soong, J. L., Horton, A. J., Campbell, E. E., Haddix, M. L., Wall, D. H., & Parton,538

W. J. (2015). Formation of soil organic matter via biochemical and physical pathways of litter mass539

loss. Nature Geoscience, 8 , 776–779. doi:10.1038/ngeo2520.540

d’Annunzio, R., Zeller, B., Nicolas, M., Dhôte, J.-F., & Saint-André, L. (2008). Decomposition of541

european beech (fagus sylvatica) litter: Combining quality theory and 15n labelling experiments. Soil542

Biology and Biochemistry, 40 , 322–333. doi:10.1016/j.soilbio.2007.08.011.543

De Long, J. R., Dorrepaal, E., Kardol, P., Nilsson, M.-C., Teuber, L. M., & Wardle, D. A. (2016). Un-544

derstory plant functional groups and litter species identity are stronger drivers of litter decomposition545

than warming along a boreal forest post-fire successional gradient. Soil Biology and Biochemistry,546

98 , 159–170. doi:10.1016/j.soilbio.2016.04.009.547

Dentener, F., Drevet, J., Lamarque, J. F., Bey, I., Eickhout, B., Fiore, A. M., Hauglustaine, D., Horowitz,548

L. W., Krol, M., Kulshrestha, U. C., Lawrence, M., Galy-Lacaux, C., Rast, S., Shindell, D., Stevenson,549

D., Noije, T. V., Atherton, C., Bell, N., Bergman, D., Butler, T., Cofala, J., Collins, B., Doherty,550

R., Ellingsen, K., Galloway, J., Gauss, M., Montanaro, V., Müller, J. F., Pitari, G., Rodriguez, J.,551

Sanderson, M., Solmon, F., Strahan, S., Schultz, M., Sudo, K., Szopa, S., & Wild, O. (2006). Nitrogen552

and sulfur deposition on regional and global scales: A multimodel evaluation. Global Biogeochemical553

Cycles, 20 . doi:10.1029/2005gb002672.554

Derrien, D., & Amelung, W. (2011). Computing the mean residence time of soil carbon fractions using555

stable isotopes: impacts of the model framework. European Journal of Soil Science, 62 , 237–252.556

doi:10.1111/j.1365-2389.2010.01333.x.557

Dignac, M.-F., Derrien, D., Barré, P., Barot, S., Cécillon, L., Chenu, C., Chevallier, T., Freschet,558

G. T., Garnier, P., Guenet, B., Hedde, M., Klumpp, K., Lashermes, G., Maron, P.-A., Nunan, N.,559

Roumet, C., & Basile-Doelsch, I. (2017). Increasing soil carbon storage: mechanisms, effects of560

agricultural practices and proxies. a review. Agronomy for Sustainable Development , 37 . doi:10.561

1007/s13593-017-0421-2.562

Duiker, S. W., Rhoton, F. E., Torrent, J., Smeck, N. E., & Lal, R. (2003). Iron (hydr)oxide crystallinity563

effects on soil aggregation. Soil Science Society of America Journal , 67 , 606. doi:10.2136/sssaj2003.564

30



6060.565

Fahey, T. J., Yavitt, J. B., Sherman, R. E., Groffman, P. M., Fisk, M. C., & Maerz, J. C. (2011).566

Transport of carbon and nitrogen between litter and soil organic matter in a northern hardwood567

forest. Ecosystems, 14 , 326–340. doi:10.1007/s10021-011-9414-1.568

Fay, P. A., Prober, S. M., Harpole, W. S., Knops, J. M. H., Bakker, J. D., Borer, E. T., Lind, E. M.,569

MacDougall, A. S., Seabloom, E. W., Wragg, P. D., Adler, P. B., Blumenthal, D. M., Buckley, Y. M.,570

Chu, C., Cleland, E. E., Collins, S. L., Davies, K. F., Du, G., Feng, X., Firn, J., Gruner, D. S.,571

Hagenah, N., Hautier, Y., Heckman, R. W., Jin, V. L., Kirkman, K. P., Klein, J., Ladwig, L. M., Li,572

Q., McCulley, R. L., Melbourne, B. A., Mitchell, C. E., Moore, J. L., Morgan, J. W., Risch, A. C.,573

Schütz, M., Stevens, C. J., Wedin, D. A., & Yang, L. H. (2015). Grassland productivity limited by574

multiple nutrients. Nature Plants, 1 , 15080. doi:10.1038/nplants.2015.80.575

Finerty, G. E., de Bello, F., Bílá, K., Berg, M. P., Dias, A. T., Pezzatti, G. B., & Moretti, M. (2016).576

Exotic or not, leaf trait dissimilarity modulates the effect of dominant species on mixed litter decom-577

position. Journal of Ecology, 104 , 1400–1409. doi:10.1111/1365-2745.12602.578

Gessner, M. O., Swan, C. M., Dang, C. K., McKie, B. G., Bardgett, R. D., Wall, D. H., & Hättenschwiler,579

S. (2010). Diversity meets decomposition. Trends in Ecology and Evolution, 25 , 372–380. doi:10.580

1016/j.tree.2010.01.010.581

Greaver, T. L., Clark, C. M., Compton, J. E., Vallano, D., Talhelm, A. F., Weaver, C. P., Band, L. E.,582

Baron, J. S., Davidson, E. A., Tague, C. L., Felker-Quinn, E., Lynch, J. A., Herrick, J. D., Liu, L.,583

Goodale, C. L., Novak, K. J., & Haeuber, R. A. (2016). Key ecological responses to nitrogen are584

altered by climate change. Nature Climate Change, 6 , 836–843. doi:10.1038/nclimate3088.585

Groffman, P. M., Driscoll, C. T., Fahey, T. J., Hardy, J. P., Fitzhugh, R. D., & Tierney, G. L. (2001).586

Colder soils in a warmer world: A snow manipulation study in a northern hardwood forest ecosystem.587

Biogeochemistry, 56 , 135–150. doi:10.1023/A:1013039830323.588

Groisman, P. Y., Blyakharchuk, T. A., Chernokulsky, A. V., Arzhanov, M. M., Belelli Marchesini, L.,589

Bogdanova, E. G., Borzenkova, I. I., Bulygina, O. N., Karpenko, A. A., Karpenko, L. V., Knight,590

R. W., Khon, V. C., Korovin, G. N., Meshcherskaya, A. V., Mokhov, I. I., Parfenova, E. I., Razuvaev,591

V. N., Speranskaya, N. A., Tchebakova, N. M., & Vygodskaya, N. N. (2012). Climate changes in592

siberia. In P. Y. Groisman, & G. Gutman (Eds.), Regional Environmental Changes in Siberia and593

Their Global Consequences chapter 3. (pp. 57–109). Dordrecht: Springer Science + Business Media.594

doi:10.1007/978-94-007-4569-8_3.595

Hättenschwiler, S., Tiunov, A. V., & Scheu, S. (2005). Biodiversity and litter decomposition in596

terrestrial ecosystems. Annual Review of Ecology, Evolution, and Systematics, 36 , 191–218.597

doi:10.1146/annurev.ecolsys.36.112904.151932.598

Hatton, P.-J., Kleber, M., Zeller, B., Moni, C., Plante, A. F., Townsend, K., Gelhaye, L., Lajtha, K.,599

& Derrien, D. (2012). Transfer of litter-derived n to soil mineral-organic associations: Evidence from600

decadal 15n tracer experiments. Organic Geochemistry, 42 , 1489–1501. doi:10.1016/j.orggeochem.601

2011.05.002.602

Hicks Pries, C. E., Bird, J. A., Castanha, C., Hatton, P.-J., & Torn, M. S. (2017). Long term decompo-603

31



sition: the influence of litter type and soil horizon on retention of plant carbon and nitrogen in soils.604

Biogeochemistry, 134 , 5–16. doi:10.1007/s10533-017-0345-6.605

Högberg, P., Näsholm, T., Franklin, O., & Högberg, M. N. (2017). Tamm review: On the nature of the606

nitrogen limitation to plant growth in fennoscandian boreal forests. Forest Ecology and Management ,607

403 , 161–185. doi:10.1016/j.foreco.2017.04.045.608

van Huysen, T. L., Harmon, M. E., Perakis, S. S., & Chen, H. (2013). Decomposition and nitrogen609

dynamics of 15n-labeled leaf, root, and twig litter in temperate coniferous forests. Oecologia, 173 ,610

1563–1573. doi:10.1007/s00442-013-2706-8.611

Ilina, I. S., Lapshina, E. I., Lavrenko, N. N., & et al. (1985). Vegetation cover of the West Siberian612

Plain. Nauka, Novosibirsk (in Russian).613

IPCC (2013). Climate Change 2013 – The Physical Science Basis. Contribution of Working Group614

I to the Fifth Assessment Report of the Intergovernmental Panel on Climate Change. Cambridge615

University Press. doi:10.1017/CBO9781107415324 cambridge Books Online.616

Jiang, Y., Zhuang, Q., Schaphoff, S., Sitch, S., Sokolov, A., Kicklighter, D., & Melillo, J. (2012).617

Uncertainty analysis of vegetation distribution in the northern high latitudes during the 21st century618

with a dynamic vegetation model. Ecology and Evolution, 2 , 593–614. doi:10.1002/ece3.85.619

Joly, F.-X., Milcu, A., Scherer-Lorenzen, M., Jean, L.-K., Bussotti, F., Dawud, S. M., Müller, S., Pollas-620

trini, M., Raulund-Rasmussen, K., Vesterdal, L., & Hättenschwiler, S. (2017). Tree species diversity621

affects decomposition through modified micro-environmental conditions across european forests. New622

Phytologist , 214 , 1281–1293. doi:10.1111/nph.14452.623

Kayler, Z. E., Brédoire, F., McMillan, H., Barsukov, P. A., Rusalimova, O., Nikitich, P., Bakker, M. R.,624

Zeller, B., Fontaine, S., & Derrien, D. (2018). Soil evaporation and organic matter turnover in the sub-625

taiga and forest-steppe of southwest siberia. Scientific Reports, 8 . doi:10.1038/s41598-018-28977-8.626

Kayler, Z. E., Kaiser, M., Gessler, A., Ellerbrock, R. H., & Sommer, M. (2011). Application of δ13C and627

δ15N isotopic signatures of organic matter fractions sequentially separated from adjacent arable and628

forest soils to identify carbon stabilization mechanisms. Biogeosciences, 8 , 2895–2906. doi:10.5194/629

bg-8-2895-2011.630

Keiluweit, M., Nico, P., Harmon, M. E., Mao, J., Pett-Ridge, J., & Kleber, M. (2015). Long-term631

litter decomposition controlled by manganese redox cycling. Proceedings of the National Academy of632

Sciences, 112 , E5253–E5260. doi:10.1073/pnas.1508945112.633

Kicklighter, D. W., Cai, Y., Zhuang, Q., Parfenova, E. I., Paltsev, S., Sokolov, A. P., Melillo, J. M., Reilly,634

J. M., Tchebakova, N. M., & Lu, X. (2014). Potential influence of climate-induced vegetation shifts635

on future land use and associated land carbon fluxes in northern eurasia. Environmental Research636

Letters, 9 , 035004. doi:10.1088/1748-9326/9/3/035004.637

King, J. Y., Brandt, L. A., & Adair, E. C. (2012). Shedding light on plant litter decomposition: advances,638

implications and new directions in understanding the role of photodegradation. Biogeochemistry, 111 ,639

57–81. doi:10.1007/s10533-012-9737-9.640

Kleber, M., Eusterhues, K., Keiluweit, M., Mikutta, C., Mikutta, R., & Nico, P. S. (2015). Mineral–641

organic associations: Formation, properties, and relevance in soil environments. In Advances in642

32



Agronomy (pp. 1–140). Elsevier. doi:10.1016/bs.agron.2014.10.005.643

Köchy, M., & Wilson, S. D. (1997). Litter decomposition and nitrogen dynamics in aspen forest and644

mixed-grass prairie. Ecology, 78 , 732. doi:10.2307/2266053.645

Kuzyakov, Y., & Xu, X. (2013). Competition between roots and microorganisms for nitrogen: mecha-646

nisms and ecological relevance. New Phytologist , 198 , 656–669. doi:10.1111/nph.12235.647

LeBauer, D. S., & Treseder, K. K. (2008). Nitrogen limitation of net primary productivity in terrestrial648

ecosystems is globally distributed. Ecology, 89 , 371–379. doi:10.1890/06-2057.1.649

Lehmann, J., & Kleber, M. (2015). The contentious nature of soil organic matter. Nature, . doi:10.650

1038/nature16069.651

Lucht, W., Schaphoff, S., Erbrecht, T., Heyder, U., & Cramer, W. (2006). Terrestrial vegetation re-652

distribution and carbon balance under climate change. Carbon Balance and Management , 1 , 6.653

doi:10.1186/1750-0680-1-6.654

Manzoni, S., Piñeiro, G., Jackson, R. B., Jobbágy, E. G., Kim, J. H., & Porporato, A. (2012). Analytical655

models of soil and litter decomposition: Solutions for mass loss and time-dependent decay rates. Soil656

Biology and Biochemistry, 50 , 66–76. doi:10.1016/j.soilbio.2012.02.029.657

Matzner, E., & Borken, W. (2008). Do freeze-thaw events enhance c and n losses from soils of different658

ecosystems? a review. Eur J Soil Science, 59 , 274–284. doi:10.1111/j.1365-2389.2007.00992.x.659

McKeague, J. A., & Day, J. H. (1966). Dithionite and oxalate-extractable fe and al as aids in differenti-660

ating various classes of soils. Canadian Journal of Soil Science, 46 , 13–22. doi:10.4141/cjss66-003.661

Melillo, J. M., Aber, J. D., & Muratore, J. F. (1982). Nitrogen and lignin control of hardwood leaf litter662

decomposition dynamics. Ecology, 63 , 621–626. doi:10.2307/1936780.663

Mills, R. T. E., Tipping, E., Bryant, C. L., & Emmett, B. A. (2014). Long-term organic carbon664

turnover rates in natural and semi-natural topsoils. Biogeochemistry, 118 , 257–272. doi:10.1007/665

s10533-013-9928-z.666

Moni, C., Derrien, D., Hatton, P.-J., Zeller, B., & Kleber, M. (2012). Density fractions versus size667

separates: does physical fractionation isolate functional soil compartments? Biogeosciences, 9 , 5181–668

5197. doi:10.5194/bg-9-5181-2012.669

Monserud, R. A., Denissenko, O. V., Kolchugina, T. P., & Tchebakova, N. M. (1995). Change in670

phytomass and net primary productivity for siberia from the mid-holocene to the present. Global671

Biogeochemical Cycles, 9 , 213–226. doi:10.1029/95gb00596.672

Mueller, C. W., Brüggemann, N., Pritsch, K., Stoelken, G., Gayler, S., Winkler, J. B., & Kögel-Knabner,673

I. (2009). Initial differentiation of vertical soil organic matter distribution and composition under ju-674

venile beech (fagus sylvatica l.) trees. Plant and Soil , 323 , 111–123. doi:10.1007/s11104-009-9932-1.675

Peel, M. C., Finlayson, B. L., & McMahon, T. A. (2007). Updated world map of the köppen-geiger676

climate classification. Hydrology and Earth System Sciences, 11 , 1633–1644. URL: https://doi.677

org/10.5194/hess-11-1633-2007. doi:10.5194/hess-11-1633-2007.678

Porras, R. C., Pries, C. E. H., McFarlane, K. J., Hanson, P. J., & Torn, M. S. (2017). Association with679

pedogenic iron and aluminum: effects on soil organic carbon storage and stability in four temperate680

forest soils. Biogeochemistry, 133 , 333–345. doi:10.1007/s10533-017-0337-6.681

33



R Core Team (2017). R: A Language and Environment for Statistical Computing. R Foundation for682

Statistical Computing Vienna, Austria.683

Reich, P. B., & Oleksyn, J. (2004). Global patterns of plant leaf n and p in relation to temperature and684

latitude. Proceedings of the National Academy of Sciences, 101 , 11001–11006. doi:10.1073/pnas.685

0403588101.686

Rustad, L., Campbell, J., Marion, G., Norby, R., Mitchell, M., Hartley, A., Cornelissen, J., & Gure-687

vitch, J. (2001). A meta-analysis of the response of soil respiration, net nitrogen mineralization,688

and aboveground plant growth to experimental ecosystem warming. Oecologia, 126 , 543–562.689

doi:10.1007/s004420000544.690

Saccone, P., Morin, S., Baptist, F., Bonneville, J.-M., Colace, M.-P., Domine, F., Faure, M., Geremia,691

R., Lochet, J., Poly, F., Lavorel, S., & Clément, J.-C. (2013). The effects of snowpack properties and692

plant strategies on litter decomposition during winter in subalpine meadows. Plant and Soil , 363 ,693

215–229. doi:10.1007/s11104-012-1307-3.694

Salleles, J. (2014). Étude du devenir de l’azote dérivé des litières dans le sol et dans l’arbre sur le moyen695

terme dans les forêts de hêtres par traçage isotopique et modélisation. Ph.D. thesis Université de696

Lorraine, France.697

Schimel, J. P., & Bennett, J. (2004). Nitrogen mineralization: Challenges of a changing paradigm.698

Ecology, 85 , 591–602. doi:10.1890/03-8002.699

Schmidt, M. W. I., Torn, M. S., Abiven, S., Dittmar, T., Guggenberger, G., Janssens, I. A., Kleber,700

M., Kögel-Knabner, I., Lehmann, J., Manning, D. A. C., Nannipieri, P., Rasse, D. P., Weiner, S., &701

Trumbore, S. E. (2011). Persistence of soil organic matter as an ecosystem property. Nature, 478 ,702

49–56. doi:10.1038/nature10386.703

Scrucca, L. (2013). GA: A package for genetic algorithms in R. Journal of Statistical Software, 53 .704

doi:10.18637/jss.v053.i04.705

Shibata, H. (2016). Impact of winter climate change on nitrogen biogeochemistry in forest ecosystems:706

A synthesis from japanese case studies. Ecological Indicators, 65 , 4–9. doi:10.1016/j.ecolind.2015.707

10.063.708

Shuman, J. K., Tchebakova, N. M., Parfenova, E. I., Soja, A. J., Shugart, H. H., Ershov, D., & Holcomb,709

K. (2015). Forest forecasting with vegetation models across russia. Canadian Journal of Forest710

Research, 45 , 175–184. doi:10.1139/cjfr-2014-0138.711

Shumilova, L. V. (1962). Botanical Geography of Siberia. Tomsk State University, Tomsk (in Russian).712

Soja, A. J., Tchebakova, N. M., French, N. H., Flannigan, M. D., Shugart, H. H., Stocks, B. J., Sukhinin,713

A. I., Parfenova, E., Chapin III, F. S., & Stackhouse Jr., P. W. (2007). Climate-induced boreal714

forest change: Predictions versus current observations. Global and Planetary Change, 56 , 274–296.715

doi:10.1016/j.gloplacha.2006.07.028.716

Tchebakova, N. M., Parfenova, E., & Soja, A. J. (2009). The effects of climate, permafrost and fire717

on vegetation change in siberia in a changing climate. Environmental Research Letters, 4 , 045013.718

doi:10.1088/1748-9326/4/4/045013.719

Tchebakova, N. M., Parfenova, E. I., Lysanova, G. I., & Soja, A. J. (2011). Agroclimatic potential720

34



across central siberia in an altered twenty-first century. Environmental Research Letters, 6 , 045207.721

doi:10.1088/1748-9326/6/4/045207.722

Torn, M. S., Trumbore, S. E., Chadwick, O. A., Vitousek, P. M., & Hendricks, D. M. (1997). Mineral723

control of soil organic carbon storage and turnover. Nature, 389 , 170–173. doi:10.1038/38260.724

Uchida, M., Mo, W., Nakatsubo, T., Tsuchiya, Y., Horikoshi, T., & Koizumi, H. (2005). Microbial725

activity and litter decomposition under snow cover in a cool-temperate broad-leaved deciduous forest.726

Agricultural and Forest Meteorology, 134 , 102–109. doi:10.1016/j.agrformet.2005.11.003.727

Versini, A., Zeller, B., Derrien, D., Mazoumbou, J.-C., Mareschal, L., Saint-André, L., Ranger, J., &728

Laclau, J.-P. (2013). The role of harvest residues to sustain tree growth and soil nitrogen stocks in a729

tropical eucalyptus plantation. Plant and Soil , 376 , 245–260. doi:10.1007/s11104-013-1963-y.730

Vitousek, P., & Howarth, R. (1991). Nitrogen limitation on land and in the sea: How can it occur?731

Biogeochemistry, 13 . doi:10.1007/bf00002772.732

von Lützow, M., Kögel-Knabner, I., Ekschmitt, K., Matzner, E., Guggenberger, G., Marschner, B., &733

Flessa, H. (2006). Stabilization of organic matter in temperate soils: mechanisms and their relevance734

under different soil conditions – a review. European Journal of Soil Science, 57 , 426–445. doi:10.735

1111/j.1365-2389.2006.00809.x.736

Zeller, B., Colin-Belgrand, M., Dambrine, É., & Martin, F. (1998). 15n partitioning and production of737

15n-labelled litter in beech trees following [15n]urea spray. Annals of Forest Science, 55 , 375–383.738

doi:10.1051/forest:19980308.739

Zeller, B., Colin-Belgrand, M., Dambrine, E., & Martin, F. (2001). Fate of nitrogen released from 15n-740

labeled litter in european beech forests. Tree Physiology, 21 , 153–162. doi:10.1093/treephys/21.741

2-3.153.742

Zhang, D., Hui, D., Luo, Y., & Zhou, G. (2008). Rates of litter decomposition in terrestrial ecosystems:743

global patterns and controlling factors. Journal of Plant Ecology, 1 , 85–93. doi:10.1093/jpe/rtn002.744

35






