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Abstract. A strong temperature increase in the Arctic is expected to lead to latitudinal treeline shift. This tundra-taiga turnover
would cause a positive vegetation-climate feedback due to albedo decrease. However, reliable estimates of tree migration rates
are currently lacking due to the complex processes involved in forest establishment, which depend strongly on seed dispersal.
We aim to fill this gap using LAVESI, an individual-based and spatially explicit Larix vegetation simulator. LAVESI was
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designed to simulate plots within homogeneous forests. Here, we improve the implementation of the seed dispersal function
via field-based investigations. We inferred the effective seed dispersal distances of a typical open forest stand on the southern
Taymyr Peninsula (north-central Siberia) from genetic parentage analysis using eight highly polymorphic nuclear
microsatellite loci.
The parentage analysis gives effective seed dispersal distances (median ~10 m) close to the seed parents. A comparison

20

between simulated and observed effective seed dispersal distances reveals an overestimation of recruits close to the releasing
tree and a shorter dispersal distance generally. We thus adapted our model and used it to simulate south-to-north transects: a
slow-moving treeline front was revealed. The colonisation of the tundra areas was assisted by occasional long-distance seed
dispersal events beyond the treeline area. The treeline (~1 tree ha-1) advanced by ~1.6 m yr-1, whereas the forest line (~100
trees ha-1) advanced by only ~0.6 m yr-1.
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We conclude that the treeline in north-central Siberia currently lags behind the current strong warming and will continue to
lag in the near future.
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1 Introduction
Changing climate forces species worldwide to migrate (Arctic Climate Impact Assessment, 2004; IPCC, 2013). This is
exceptionally challenging for sessile organisms such as plants as they may strongly lag behind their moving climate envelope
30

(Harsch et al., 2009; Loarie et al., 2009; Moran and Clark, 2012). Warming is particularly pronounced in the Arctic where the
tundra-taiga ecotone demarks the transition from forest stands to treeless areas and which is expected to move northwards
(Harsch et al., 2009; Holtmeier and Broll, 2005). Such tree range expansion is of major interest because the establishment of
forest in the dwarf-shrub tundra would reduce the surface albedo and promote a positive feedback to global temperature
(Bonan, 2008).
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Trees migrate via seed dispersal and face several ecological barriers (Svenning et al., 2014): first, viable seeds need to be
produced, second, these need to be dispersed and, third, seeds need to germinate and survive to grow to new individuals. This
process, called ‘effective seed dispersal’ (Connell, 1971; Janzen, 1970), determines the speed and spatial pattern of a species’
response to climate change. For example, closely dispersed seeds and a long generation time result in a slow moving front,
while a patchy pattern will form from many long-distance seed dispersal events (Clark, 1998; Nathan and Muller-Landau,
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2000; Ritchie and MacDonald, 1986). Migration can speed up if there are relict trees from an earlier wider extent of forest
which have survived in refugia ahead of the recent treeline (Stewart and Lister, 2001; Väliranta et al., 2011).
To project future species ranges, the potential migration rate under global warming is estimated via simulation studies (Kaplan
and New, 2006; Roberts and Hamann, 2016; Snell and Cowling, 2015). However, these simulations depend strongly on the
dispersal configuration of the model (Bhagwat and Willis, 2008; McLachlan et al., 2005; Stewart et al., 2010; Willis and Van
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Andel, 2004). Most empirical attempts to estimate historical migration rates are based on records of fossil pollen and
macrofossils in sediment cores as indicators of species presence (MacDonald et al., 2008; Pisaric et al., 2001), but the
interpretation is compromised because of a lack of knowledge about glacial refugia, particularly small ‘cryptic’ refugia that
can be easily overlooked in the fossil record (e.g. Petit et al., 2008). Therefore, more reliable estimates of dispersal distances
of tree taxa are needed in order to predict the treeline response under high-latitude warming (Snell, 2014; Snell and Cowling,
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2015).
Understanding treeline changes on the southern Taymyr Peninsula is of particular relevance as the area is characterised by a
strong warming trend (IPCC, 2013). It represents an ideal study area because the treeline is formed of monospecific tree stands
of Larix Mill. taxa (IPCC, 2013; Naurzbaev et al., 2002; Sidorova et al., 2010). The response to warming seems to differ with
time-scale: while millennial-scale warming during the mid-Holocene is reflected by a treeline location 200 km further north

55

(Andreev et al., 2002; Klemm et al., 2016; MacDonald et al., 2008), the decadal-scale ongoing warming generates no response
(Niemeyer et al., 2015; Wieczorek et al., 2017), possibly because of low seed availability.
To study the responses and migration dynamics of treeline tree stands under climate change, LAVESI, an individual-based
and spatially explicit simulation model for Larix (Kruse et al., 2016; Wieczorek et al., 2017), was developed and includes seed
dispersal and density-dependent processes. However, the seed dispersal component had not been validated by observations.
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Traditional methods to track seed dispersal distances include seed traps and seed-bank analyses (Brown et al., 1988; Greene
et al., 2004; Stoehr, 2000), which are time consuming and prone to underestimate distances (Ashley, 2010; Pairon et al., 2006).
Fortunately, genetic analyses provide an alternative modern approach. Repetitive sequences in the nuclear genome (short
sequence repeats, SSR, or microsatellites) are sufficiently variable genetic markers to resolve parentage (Ashley, 2010; Hartl
and Clark, 2007; Schlötterer, 2000). Using such an approach, the dispersal of pollen and seeds in a landscape can be tracked
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and effective seed dispersal distances can be inferred (e.g. Pairon et al., 2006; Piotti et al., 2009; Pluess, 2011; Steinitz et al.,
2011). For example, microsatellite studies have helped to elucidate the recruitment source of spruce juveniles and the dispersal
patterns at an elevational treeline that recently shifted upwards (Piotti et al., 2009). Furthermore, a range expansion of larch
following a glacier retreat could be tracked without a decrease in genetic diversity (Pluess, 2011). Genetic analyses can thus
be used to provide a more realistic implementation of seed dispersal in simulation models.
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We undertook a genetic parentage analysis of a treeline stand on the southern Taymyr Peninsula by applying an assay of eight
nuclear microsatellites. This information was used to improve the individual-based model LAVESI, which we then ran to
simulate treeline advances into the tundra and estimate migration rates.

2 Methods
2.1 Sample collection
75

Needle samples from larch individuals (Larix gmelinii (Rupr.) Rupr) were collected from a tree stand during fieldwork in the
summer of 2013 on the southern Taymyr Peninsula, Krasnoyarsk Region, in northern-central Siberia (plot name: TY04VI;
72.409 °N and 105.448 °E; Fig. 1). The open canopy forest stand with ~300 trees ha -1 belongs to the forest tundra and has
shown enhanced recent recruitment (site code FTe_1, Wieczorek et al., 2017). We sampled all individuals >0.4 m in height in
a 20 x 20 m area as well as all trees >2 m high or bearing cones from the surrounding 100 x 100 m area (Fig. 3). Additionally,
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in the central 12 x 12 m area individuals <0.4 m were collected. Larch individuals from the 20 x 20 m plot were accurately
mapped with a tape measure, while a standard GPS device (Garmin) was used to map the individuals in the 100 x 100 m area.
We recorded the height of each individual and collected short twigs with needles and dried them in the field on silica gel.
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Figure 1: Overview of the larch forests (Larix gmelinii) growing at study site TY04VI on the southern Taymyr Peninsula. The green
circumarctic line on the maps marks the modern treeline (Walker et al., 2005). Topography in the enlarged area ranges between 1
and 2521 m, (WorldClim1.4 Hijmans et al., 2005). Rivers and lakes are given in blue colours (GSSHS updated Version 2.2.2
01.01.2013 ﬁrst published by Wessel and Smith, 1996). Photo: Stefan Kruse, 16.07.2013
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2.2 Genotyping of individuals
90

Genomic DNA was extracted from 50–100 mg of dried needles after shock freezing in liquid nitrogen and grinding in a
FastPrep® (MP BIOMEDICALS) with steel beads using the silica-column based extraction kit Invisorb® Spin Plant Mini Kit
(STRATEC MOLECULAR). Subsequent three multiplex PCR reactions (10 µl) were set up, including all eight primer pairs
used in this study [bcLK211, bcLK253, Ld101, bcLK056, bcLK228, bcLK263 and bcLK189 (Isoda & Watanabe 2006) and
Ld101, Ld42 and Ld56 (Wagner et al., 2012), further details in Supplement 1 Table S1] using the Multiplex PCR Master Kit
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(QIAGEN). Fragment length determination was done by SOURCEBIOSCIENCES (Oxford, UK). Allele sizes were scored in
Geneious (version 7.1.5, BIOMATTERS LTD.) using the Microsatellite plugin (version 1.4.0). Raw allelic data were imported
into R version 3.2.2 (R Core Team, 2015) and peaks binned to step sizes of two basepairs. The dataset was converted to the
‘genind’-format using the package ‘adegenet’ (Version 1.4-2, Jombart, 2008; Jombart and Ahmed, 2011) for subsequent
analyses. Details on the microsatellite primer selection, PCR-protocol and subsequent data analysis including binning of allele
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frequent

lengths

were

described

in

Kruse

et

al.

(Kruse

et

al.,

2018a)

and

available

online

at

https://doi.pangaea.de/10.1594/PANGAEA.885765.
2.3 Parentage analyses based on inferred microsatellite data
The effective seed dispersal function was estimated from the results of a parentage analysis. We used eight highly diverse
nuclear loci; five of which were sufficiently informative to distinguish all individuals, as is mandatory for parental assignment
105

studies (Figure S2 in Supplement 1). We determined parents from allele frequency data with a likelihood-based approach
implemented in CERVUS version 3.0.7 (Kalinowski et al., 2007). We allowed for 1% of errors in genotyping and a minimum
of seven loci typed in the final analysis. All individuals (612 in total) were analysed and we searched for parents of recruits
(height <2 m) from among all potential tree individuals (height >0.4 m). We simulated the heritage for 10,000 seeds with a
chance of 10% of a parent sampled and 1% error (Marshall et al., 1998; Slate et al., 2000) to determine thresholds for the ‘log
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of the overall likelihood ratio’ (LOD) scores in this analysis. Only those with positive assignments and a high confidence level
exceeding 95% were retained for further analyses (Fig. 3b). However, we kept assignments where the parent-pair fell below
the high confidence LOD threshold when one of the two parents could be assigned with high confidence. Assignments to
identical genotypes were excluded from subsequent analyses (Fig. 3a). The goodness of the assignment was calculated as the
mean of the exclusion probability over all tested offspring (which is one minus the non-exclusion probability calculated in
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CERVUS). Finally, we distinguished the more distant parent as the pollen donator (father) and the other as the seed source
(mother) and all single parent cases as seed dispersal events following Dow and Ashley (1996).
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2.4 Simulation study
2.4.1 The individual-based and spatially explicit Larix model LAVESI
We ran simulations with the individual-based and spatially explicit model LAVESI (Kruse et al., 2016; Wieczorek et al., 2017).
120

This model simulates the life-cycle of larch species from seeds to mature trees and was parameterised for Larix gmelinii. It
was established to improve our understanding of past and future treeline displacements under changing climate. The relevant
processes (growth, seed production and dispersal, establishment and mortality) are incorporated as submodules which are
parameterised on the basis of field evidence (Wieczorek et al., 2017), complemented with data from literature. Seed dispersal
into the environment is estimated by a Gaussian and fat-tailed dispersal function. Simulation runs proceed in yearly time steps

125

and are forced by monthly temperature and precipitation time series.
The original model of Kruse et al. (2016) was updated with the following processes (details in Suppelement 2): (i) seed
dispersal distances now depend on species-specific traits (tree height, seed properties) and wind speed and direction (Kruse et
al., 2018b), (ii) the tree diameter growth function is newly calibrated to the climate forcing (Kath, 2016), and (iii) the active
layer thaw depth influences the tree’s mortality. Following these updates, the parameter settings of the original model were

130

revised to simulate stands comparable to the site TY04VI (Kruse et al., 2018b).
2.4.2 Tuning the dispersal process in the model
We performed model runs to simulate larch stands in 100 x 100 m areas with closed boundaries. This means that seeds which
leave the area on one side enter the field from the other side. We tested combinations of model parameters to tune the model’s
processes in order to capture the observed effective seed dispersal distribution. The following model parameters were included
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in the tests (Supplement 2 and in Table S5): ‘factor of seed production’ f𝑠 , ‘factor of dispersal distance’ Sdist, ratio of Gaussian
and neg. exponential dispersal terms, variables determining the Gaussian dispersal function 𝑟𝐺𝑎𝑢𝑠𝑠𝐸𝑥𝑝𝐷𝑖𝑠𝑝 , distance of the
centre of the Gaussian dispersal term from the releasing tree 𝑑𝐺𝑎𝑢𝑠𝑠𝐶𝑒𝑛𝑡𝑟𝑒 , exponent influencing the distance parameter of the
Gaussian dispersal term 𝑑𝐺𝑎𝑢𝑠𝑠𝐷𝑖𝑠𝑡𝑎𝑛𝑐𝑒 , ‘influencing factor for zone of trees’ 𝑓𝐻𝐴𝐼 , ‘density influence factor on tree mortality’
𝑓𝐷𝑒𝑛𝑠𝑖𝑡𝑦𝑀𝑜𝑟𝑡𝑎𝑙𝑖𝑡𝑦 , different modes to compute the competition among individuals. Each simulation begins with a 2000 year-
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long spin-up phase, followed by an 80-year experimental phase (AD 1934–2013).
Climate forcing data was derived from the CRU TS 3.22 gridded data (0.5° resolution, Harris et al., 2014). We calculated the
distance-to-centre weighted mean of all monthly temperature and precipitation values of the weather data of the TY04VI grid
cell and its eight surrounding grid cells. May to August wind data were extracted from the ERA-Interim reanalysis data (AD
1979–2012; Bromwich et al., 2016). During the spin-up phase, weather data for each year was randomly sampled from the
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years AD 1939–2008 to allow the tree stand to reach a quasi-stable state. The period excludes a 5 year-long margin at the
beginning and end of the climate observations available from the Khatanga station (see Kruse et al., 2016 for further
information). For years not covered by wind data, the model randomly selected a year from the available wind data series.
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Simulations were run for 10 repeats and the outcomes of all individuals present in the final simulation year of AD 2013 were
recorded.
150

The distance from the seed source tree for each established individual, i.e. the effective seed dispersal, was inferred from the
simulation results. We resampled these simulated distances to consider the same frequency of observed parenthoods in the
central 20 x 20 m as in the surrounding 100 x 100 m area. We included only simulations which had at least 10 individuals
present in the central 20 x 20 m area in further analyses. Distances were binned to classes of one metre steps. We evaluated
the simulation results by calculating the Pearson’s product moment correlation coefficient between simulated and observed
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dispersal distances. Furthermore, we reconstructed the proportion of on–site reproductive success in the final year as the ratio
between on-site recruitment and all recruits. The differences between simulated and observed on-site recruitment ratios were
tested by one-sided Student’s t-tests.
2.4.3 Simulation experiments to depict migration rate
The best model that resulted from the tuning process was used to simulate larch migration in a hypothetical area of 1000 m
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(east-west) by 5000 m (north-south). Tree growth was initialised during the first 100 years by introducing 10,000 seeds yr-1
into the southernmost 100-m area. This setting was run under two contrasting climate scenarios: first, with homogeneous
temperature and precipitation forcing named ‘EvenClim’, and second, with linearly decreasing temperatures from south to
north – mimicking the real south-to-north climate gradient – named ‘GradClim’. The gradients of mean annual temperature
and annual precipitation are described by -6.24*10-6 °C m-1 and +3.26*10-6 mm (year m)-1, respectively, in a northward

165

direction starting at TY04VI as inferred from an analysis of globally interpolated monthly climate data for 1960–1990 (Hijmans
et al. 2005). Simulations under both scenarios were repeated 10 times and run for 2000 years using climate series from random
years out of the available period of AD 1939–2008. Data for each established tree individual were collected every 10 years of
the simulation.
We analysed stand densities for the entire hypothetical area. The number of trees (>2 m) was calculated from 100 x 100 m
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plots (=1 ha) by iteration over the entire area in 50 m steps (x and y). To reduce the errors introduced by the strict boundary
conditions at the edges of the hypothetical area, the outer 100 m borders were excluded. The advance of larch stands into
tundra was estimated from forest density by mean number of trees on east–west transects. We defined two relevant thresholds
of tree densities (see also Fig. 2): (i) the ‘treeline’ when the mean tree density fell below 1 tree ha-1 and (ii) the ‘forest line’
when mean tree density fell below 100 trees ha-1. These thresholds are in accordance with observations in treeline areas in

175

Siberia (Kharuk et al., 2006; Montesano et al., 2016; Wieczorek et al., 2017). The migration rates of these thresholds in metres
advanced per year were calculated as the slope of a linear model describing the position of the ‘treeline’ or ‘forest line’ as a
function of simulation time. The rates were tested with a two sample t-test for significant differences. Analyses were performed
in R version 3.2.2 (R Core Team, 2015).
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Figure 2: Simulated treeline advances along a hypothetical south-north transect across the modern ‘forest line’. Simulations were
initialised with seeds in the southernmost 100 m area and run for 2000 years. In the beginning, trees established beyond the ‘treeline’
(mean density falling below 1 tree ha-1) and formed ‘single tree’ stands in the tundra, which then acted as nuclei for further range
expansion, so that in following years the ‘treeline’ and the ‘forest line’ (mean density falling below 100 trees ha -1) could advance
northwards forming open forest

185
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3 Results
3.1 Effective seed dispersal distances as inferred from genetic parentage analysis
In total, 346 trees, 118 saplings and 148 seedlings were genotyped (Fig. 3). The mean distance between pairs of larch
190

individuals was ~38 m (maximum: ~137 m). The mean tree height was 4.4 m (maximum: 9 m).
The eight chosen microsatellite loci were highly polymorphic and varied from 11 to 41 different alleles with only 0.49%
missing alleles in total (Figure S1, Figure S4 in Supplement 1). The information content reached a plateau at four loci which
could separate 597±2 individuals (>99%) and the power increased slightly towards 600±1 separated individuals with seven
loci (Figure S2 in Supplement 1). Accordingly, we included all eight loci in the subsequent analyses to separate all individuals.
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In total, 601 sampled trees could be distinguished and 11 individuals were identified as clones (Fig. 3). The maximum distance
between two individuals within clonal groups was 30 m but mostly <5 m (Fig. 3).
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Figure 3: Map of genotyped Larix gmelinii individuals at site TY04VI, individuals sharing the same genotype (clones) are marked
by filled points of the same colour in a) and local recruits are marked by filled bright circles whereas parents by filled black circles
in b)

In the parenthood analyses, we aimed to find the parents for 266 individuals (<2 m) from among the remaining 464 individuals
(>0.4 m). The exclusion probability for one parent was ~99.9910±0.0172% and for a pair of parents 100% in the used assay.
A single parent or both parents were assigned for 151 individuals with a high confidence (>95%; LOD threshold for the parent
205

pair of 15.13 and for a single parent 5.76, examples in Fig. 4). This is ~53% on-site recruitment in respect to all tested offspring.
Among these, in 49 cases we found both parents (18.4%) and for 92 only a single parent (34.6%) was assigned. One of the
largest trees (H=7 m) was assigned to 8% of the recruits (Fig. 4). Trees with many assignments are generally larger than those
with few (Figure S5 in Supplement 1). Mostly parental trees exceeded their offspring’s height, but in 3.7% cases recruits were
higher than their assigned parents.
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Figure 4: Map of assigned relationships between parents (filled black circles) and their offspring (filled bright circles) of Larix
gmelinii individuals. Additional genotyped individuals are given as open circles

We identified 150 effective seed dispersal distances when assuming that the closest parent is the seed source when two parents
215

were assigned or only a single parent was identified. The observed mean distance of effective seed dispersal is ~15.0 m (median
of ~9.8 m), with a minimum of 0.8 m and a maximum of 56.1 m (Fig. 5).
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Figure 5: Seed dispersal of Larix gmelniii as simulated with the original simulation model LAVESI (open circles, grey band shows
the 95% confidence interval) and the adapted model version (filled bright circles; yellow band shows the 95% confidence interval)
compared to observed effective seed dispersal (filled dark circles). Dispersal distances were binned to one metre classes

3.2 The adapted effective seed dispersal in LAVESI
In the original model (Kruse et al., 2016; Wieczorek et al., 2017), effective seed dispersal distances follow a right-skewed
distribution (Fig. 5). Mean dispersal is 13.5 m (median 9.98 m), with a minimum of 0.6 m and a maximum of 60.3 m. In
225

general, it captures the observed data, but it over-emphasizes the recruits close to the mother tree at distances of 1–3 m.
Furthermore, the simulated maximum probability peak between distances of ~4–7 m is roughly 3 m closer to the seed source
than observed. Also, the observed tail approached zero probability faster at the far distances compared to the observed effective
distances. These three deviations were used to guide the model adaptation.
The best-fitting model has effective dispersal distances that match well to the observed distances (r=0.93) and have the smallest
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sum of residuals (0.0063) compared to the other parameter sets (0.0066–0.1623). It is driven with a combination of parameters
which increase the dispersal (Sdist=1, 𝑟𝐺𝑎𝑢𝑠𝑠𝐸𝑥𝑝𝐷𝑖𝑠𝑝 =1.0 and 𝑑𝐺𝑎𝑢𝑠𝑠𝐶𝑒𝑛𝑡𝑟𝑒 =4.0) and seed production rate (f𝑠 =11) compared to
the original model (parameter set “I”: Figure S7, Figure S8, Table S5 in Supplement 2). The resulting mean dispersal distance
is 12.3 m (median 8.85 m) with a range of 2.7–71.1 m (Fig. 5).
The on-site recruitment ratio (~53%) was generally underestimated in the simulations (38.1–54.9%, Table S5). The parameter
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settings which produced similar ratios greatly overemphasised dispersal at short distances and, thus, the simulated seed
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dispersal pattern deviated strongly (correlation values of r=0.26–0.58, “tCJ”). The simulations with the best-fitting model
overemphasise effective dispersal distances so that more recruits immigrate into the plot (~7%, Supplement 2).
3.3 Simulating migration dynamics in the taiga-tundra transition zone
Simulations were run for a hypothetical 5000 m long south-north transect, initialised by introducing seeds to the southern 100240

m wide area. In the homogeneous climate scenario, EvenClim, single trees spread up to ~3600 m during the 2000-year
simulation and a ‘treeline’ (mean density falling below 1 tree ha -1) formed at ~2000 m. A ‘forest line’ (mean density falling
below 100 trees ha-1) formed up to ~500 m further north than one forced by the climate gradient scenario ClimGrad (Fig. 7).
Migration was first accelerated by isolated colonisation events above the ‘forest line’, so that the ‘treeline’ moved northwards
by ~1.5 m yr-1 into treeless areas, but decelerated after a peak between 500–1000 years (Fig. 6). The advance of the ‘forest
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line’ on the other hand accelerated throughout the EvenClim simulation until becoming six times faster at the end of the
simulation (1500–2000 yrs) than at the beginning (0–1000 yrs). The migration rates of the ‘forest line’ were roughly half in
the GradClim scenario.
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Figure 6: Simulated migration rates of the ‘forest line’ (mean density falling below 100 trees ha-1) and the ‘treeline’ (mean density
falling below 1 tree ha-1) estimated from the best-fitting model. The simulations were forced by two contrasting climate scenarios,
either homogeneous temperature across the area (EvenClim: grey shading) or linearly decreasing temperature from south to north
(GradClim: darker blue shading)
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Figure 7: Simulations along a hypothetical transect at the taiga-tundra transition reveal the northward advance of a) the ‘forest line’
(mean density falling below 100 trees ha-1) and b) ‘treeline’ (mean density falling below 1 tree ha-1). Simulations were forced by two
contrasting temperature scenarios (homogeneous temperature EvenClim (grey shading) and northwards linearly decreasing
temperature and precipitation GradClim (darker blue shading)). Shaded areas give the 99 and 90% confidence intervals around the
mean value of 10 simulation repeats

4 Discussion
260

4.1 Seed dispersal distances inferred from genetic heritage analysis
Our assay of eight highly polymorphic microsatellites distinguished all 601 genotyped individuals allowing us to infer the
local recruitment pattern of a tree stand and, from that, the effective seed dispersal distances.
We were able to identify at least one parent for a majority of the offspring in the parentage analysis (53%: 18.4% both parents
and 34.6% one parent), even though only those cases with a high degree of confidence (>95%) were regarded and an area of
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only 100 x 100 m was analysed. The observed effective seed dispersal ranged between ~1 and 56 m (median: 10 m). This
aligns with the short dispersal distances generally reported for larches. For example, it was found that most seeds (94%) fell
within 18 m of the releasing trees in a study of Larix laricina in northern USA (Duncan, 1954). This result, however, is not
directly comparable to effective seed dispersal, because all dispersed seeds are included in the estimation and not only those
which germinated and established as a new individual. Effective seed dispersal distances of 2–48 m were found in dense forests
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of Larix decidua in the Swiss Alps using an approach similar to ours (Pluess, 2011). Higher effective seed dispersal distances
have been observed, however, for other wind-dispersed tree taxa (e.g. 27–58 m for Pinus pinaster: González-Martínez et al.,
2002; 39–833 m for Picea Piotti et al., 2009). One explanation for the observed differences might be the density of the tree
stands because established trees reduce the wind speed. In our tree stand, which is comparatively denser than those studied
above, shorter dispersal distances are more likely than in open areas (Antonovics and Levin, 2016). Furthermore, dispersal is
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dependent on the release height (Matlack, 1987), which in our stand, was rather low due to the shortness of the trees (mean:
~4.5 m, max: 9 m). Most cones occurred on branches at roughly half the tree’s height (see Fig. 1), as is typical for open stands.
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The observed amount of on-site recruitment is high compared to other studies (Piotti et al., 2009; Pluess, 2011), but lower than
that found in orchards (Funda et al., 2008). We found both parents for one fifth of the offspring within the analysed area
(compared to only 11.1% in Piotti et al., 2009). As a result, recruits effectively immigrated at a rate of 47% from the exterior
280

of the analysed 100 x 100 m area, which is similar to a study of Picea abies in the Italian alps (43.3%: Piotti et al., 2009).
The parenthood in our investigated site was dominated by a few, relatively tall trees. For example, a 6 m-tall tree generated
8% (17 cases) of all identified recruits. This observation is reasonable, as the chance of producing viable offspring increases
with age and size, and, once a tree is well established, its seeds are released into the local environment. Other studies make
similar observations. For example, Dow & Ashley (1996) found that Quercus saplings often established close to the releasing
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tree and the majority of the offspring were assigned to four out of 62 mature trees. Schnabel et al. (1998) observed that three
Gleditsia trees produced 58% of the offspring and Piotti et al. (2009) found that six local adults produced ~62% of Picea
juveniles.
Overall, our results indicate that incorporating individual seed dispersal (such as implemented in LAVESI) rather than
introducing a certain seed sum needs to be implemented in models to realistically model tree migration processes.
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We were unfortunately unable to distinguish between fatherhood and motherhood using nuclear inherited markers (DeVerno
et al., 1993; Szmidt et al., 1987). It is a valid criticism that we simply assume that single-parent assignments represent seed
dispersal events (following Dow and Ashley, 1996; Moran and Clark, 2012; Piotti et al., 2009). In the extremely unlikely case
that the more distant parent was instead the seed source (results not shown), the effective dispersal distance would increase to
a median of ~23 m. This would lead to a further decrease in on-site recruitment which is already slightly underestimated.
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Furthermore, our approach risks assigning missing parents to extra-site recruitment if the local parents have died, leading to
an overemphasis of the fat tail. We consider this risk to be low in our analysed tree stand as we found only a few dead trees or
saplings within the 100 x 100 m area, and they were already largely decayed (Wieczorek et al., 2017).
4.2 Genetic-model comparison and model adaptation
Using observations of parentage from a treeline stand of Larix gmelinii we improved the seed dispersal function in LAVESI
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so that it will better represent larch migration.
The original dispersal function modelled seed distribution using a simple Gaussian density function with a fat tail (Kruse et
al., 2016), as is implemented in a number of models (e.g. Levin et al., 2003; Snell, 2014), but, in contrast to most other models,
dispersal in LAVESI is related to wind speed and direction (Kruse et al., 2018b). The most realistic simulation results are
achieved via a combination of parameter adjustments, i.e. shifting the implemented Gaussian distribution term by 4 m away
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from the centre, increasing the factor scaling the distance by roughly six times the original value and increasing the influence
of the Gaussian term twice (model “I” in Table S5 in Supplement 1). With these adjustments, the simulated effective seed
dispersal distance aligns fairly well to the observed values. The new function slightly overestimates dispersal and therefore
allows ~7% more recruits to immigrate into the plot. This discrepancy, however, might also be an artefact related to the
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shortcomings of the genetic parentage analyses. Regardless, with the dispersal function parameterised to the observed effective
310

seed dispersal, simulations are now more realistic than with the original version of the model (Kruse et al., 2016).
4.3 Treeline migration rates
We performed simulation experiments with the best-fitting model to estimate the potential migration rate of the treeline on the
southern Taymyr Peninsula. Under the scenario of even temperature and precipitation (EvenClim), the northwards migration
rate of the ‘forest line’ is ~0.6 m year-1 and the ‘treeline’ ~1.6 m year-1. Under the more realistic climate gradient scenario of
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northwards decreasing temperature and slightly increasing precipitation, an even slower advancing ‘treeline’ and ‘forest line’
is implied. Overall, we find an astonishingly low migration rate, even though the best-fitting model slightly overestimates
immigration at the stand level. Our simulations may yet be conservative as we cannot rule out that the dispersal function
underestimates far distance dispersal at the same time as overestimating intermediate distance dispersal. Nevertheless, the slow
recruitment ahead of the ‘treeline’ is in accordance with field observations at northernmost single-tree stands in the tundra,
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which show creeping growth-forms (krumholtz) and no apparent recruitment (Wieczorek et al., 2017). Our estimated migration
rate is quite slow compared to the observed spread of larch individuals into the tundra by 3–11 m year-1, as mapped by Kharuk
et al. (2006). However, the stand Kharuk et al. (2006) investigated is an exceptional open-forest island close to a river ahead
of the modern ‘forest line’ where winds might be stronger leading to higher dispersal rates (Antonovics and Levin, 2016;
Duncan, 1954). Another study reports a treeline expansion of 50 m year-1 in arctic Alaska (Lloyd, 2005), whereas an elevational
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range shift for larch in the Polar Urals of 20–60 m during the last century is reported by Devi et al. (2008) and a general upward
shift of 20–50 m between 1910 and 2000 of open forest in this mountainous area (Shiyatov et al., 2005; Shiyatov and Mazepa,
2012). A possible explanation for the slow advance given here, may be because we report the advance of a forest line rather
than single trees. Furthermore, we analysed only one tree stand and effective dispersal rates will likely differ among sites
depending on a variety of abiotic or biotic factors (Moran and Clark, 2012). The actual dispersal distance depends on, for
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example, stand density as more trees reduce the wind speed (Antonovics and Levin, 2016) and establishment will be affected
by local density-dependent mortality due to seed predation close to the releasing tree (Janzen–Conell effect, Janzen (1970) and
Conell (1971)).
Our results show that small uncertainties in the implementation of dispersal in a model impacts the timing and shape of the
simulated tundra colonisation. This is in accordance with a simulated lag in vegetation response to climate change when seed
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dispersal in a global dynamic vegetation model is constrained rather than using the usual unlimited seed bank approach (Snell,
2014; Snell and Cowling, 2015). However, further processes on smaller scales can constrain the response of tree stands and
should therefore be neglected in simulation studies: an advancing front is shaped by short-distance dispersal and spatiallyexplicit processes, such as competition between individuals. A simulation model with spatially-explicit seed dispersal
combined with a representation of small-scale population processes helps to give realistic estimates on the migration rates. We
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have demonstrated that the LAVESI model allows a realistic implementation and parameterisation of dispersal processes.
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In summary, our results suggest that the current climate change will lead to a lagged response by decades to centuries. In
particular, the first step of migration will be slow, although the subsequent infilling could be rapid. It seems likely, therefore,
that recent strong warming will cause a highly nonlinear response in forest and treeline advance.

5 Conclusions
345

We parameterised and applied the individual-based model and spatially explicit LAVESI to estimate migration rates of the
treeline and forest line advance under current climate conditions. First, we inferred the effective seed dispersal distance from
a genetic parentage analysis based on nuclear microsatellites, and second, we improved the dispersal process of the model
according to the observed dispersal pattern.
In our genetic analyses, we found a genetically diverse tree population at a location within the treeline close to the tundra in
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Siberia. The parentage analysis revealed that the majority of recruits (~60%) have a local origin. Knowing the positions of the
parent trees, we could estimate the effective seed dispersal distances between parent and offspring, which are mostly short
(~10 m), although longer distances (up to ~60 m) are possible. Simulations with the adapted LAVESI model improved our
knowledge about the likely treeline migration response. The rate is surprisingly slow: just a few metres northwards per year.
The simulated migration pattern also showed that occasional long-distance seed dispersal events far beyond the treeline area
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assisted the colonisation of the tundra. Our migration rate estimates are in the lower range of those observed and significantly
slower than those inferred from palaeoecological studies or from simulated vegetation responses to climate change in dynamic
global vegetation models. These findings indicate that the treeline in north-central Siberia will lag behind the recent strong
warming (which is moving by ~1,000 m yr-1, Loarie et al. 2009) but if isolated trees occasionally establish in the tundra, they
could become nuclei for a rapid colonisation of the tundra. Should this rapid colonisation occur, the albedo of these populated
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tundra areas will reduce and thus a positive feedback to climate warming will follow the lagged response of tundra-taiga
transition. Such a scenario could be run in a large-scale simulation experiment using the improved version of the LAVESI
model in an attempt to learn more about the impacts of such a vegetation-climate feedback in the upcoming decades.

Code availability
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stored at http://doi.org/10.5281/zenodo.1165383.

16

Biogeosciences Discuss., https://doi.org/10.5194/bg-2018-267
Manuscript under review for journal Biogeosciences
Discussion started: 18 June 2018
c Author(s) 2018. CC BY 4.0 License.

Sample availability
370

Sampling locations, morphological data and microsatellite genotype data will be made publicly available at PANGAEA after
acceptance of this manuscript.

Author contribution
SK designed and performed the experiments. SK, LSE, KRS-L and LAP conducted fieldwork. SK generated molecular
analysis. SK, AG and NK implemented the model and performed model simulations. SK, LE and UH analysed the data. SK
375

wrote the manuscript; other authors provided editorial advice.

Competing interests
The authors declare that they have no conflict of interest.

Acknowledgements
We thank our Russian colleagues from the joint Russian-German expedition 2013 for support in the field. Special thanks to
380

Alexey Kolmogorov, Bastian Niemeyer and Xenia Schreiber for their help in sampling and tree measurements. We would like
to thank Cathy Jenks for proofreading and improving the manuscript. The PhD position of Stefan Kruse was funded by the
Initiating and Networking Fund of the Helmholtz Association and by the German Research Foundation.

References
Andreev, A. A., Siegert, C., Klimanov, V. A., Derevyagin, A. Y., Shilova, G. N. and Melles, M.: Late Pleistocene and Holocene
385

Vegetation and Climate on the Taymyr Lowland, Northern Siberia, Quat. Res., 57(1), 138–150, doi:10.1006/qres.2001.2302,
2002.
Antonovics, J. and Levin, D. A.: The Ecological and Genetic Consequences of Density-Dependent Regulation in Plants, Annu.
Rev. Ecol. Syst., 11(1980), 411–452 [online] Available from: http://www.jstor.org/stable/2096915, 2016.
Arctic Climate Impact Assessment: Impacts of a Warming Arctic-Arctic Climate Impact Assessment, Cambridge University

390

Press, Cambridge, United Kingdom and New York, NY, USA., 2004.
Ashley, M. V.: Plant parentage, pollination, and pispersal: How DNA microsatellites have altered the landscape, CRC. Crit.
Rev. Plant Sci., 29(3), 148–161, doi:10.1080/07352689.2010.481167, 2010.
Bhagwat, S. A. and Willis, K. J.: Species persistence in northerly glacial refugia of Europe: A matter of chance or
biogeographical traits?, J. Biogeogr., 35(3), 464–482, doi:10.1111/j.1365-2699.2007.01861.x, 2008.
17

Biogeosciences Discuss., https://doi.org/10.5194/bg-2018-267
Manuscript under review for journal Biogeosciences
Discussion started: 18 June 2018
c Author(s) 2018. CC BY 4.0 License.

395

Bonan, G. B.: Forests and Climate Change: Forcings, Feedbacks, and the Climate Benefits of Forests, Science (80-. ).,
320(5882), 1444–1449, doi:10.1126/science.1155121, 2008.
Bromwich, D. H., Wilson, A. B., Bai, L.-S., Moore, G. W. K. and Bauer, P.: A comparison of the regional Arctic System
Reanalysis and the global ERA-Interim Reanalysis for the Arctic, Q. J. R. Meteorol. Soc., 142(695), 644–658,
doi:10.1002/qj.2527, 2016.

400

Brown, K. R., Zobel, D. B. and Zasada, J. C.: Seed dispersal, seedling emergence, and early survival of Larix laricina (DuRoi)
K. Koch in the Tanana Valley, Alaska, Can. J. For. Res., 18(3), 306–314, doi:10.1139/x88-047, 1988.
Clark, J. S. S.: Why trees migrate so fast: confronting theory with dispersal biology and the paleorecord., Am. Nat., 152(2),
204–224, doi:10.1086/286162, 1998.
Connell, J. H.: On the role of natural enemies in preventing competitive exclusion in some marine animals and in rain forest

405

trees, in Dynamics of populations, vol. 298, edited by P. J. Den Boer and G. Gradwell, p. 312, Centre for Agricultural
Publishing and Documentation, Wageningen, Netherlands., 1971.
DeVerno, L., Charest, P. and Bonen, L.: Inheritance of mitochondrial DNA in the conifer Larix, Theor. Appl. Genet., 86(2),
383–388, doi:10.1007/BF00222106, 1993.
Devi, N., Hagedorn, F., Moiseev, P., Bugmann, H., Shiyatov, S., Mazepa, V. and Rigling, A.: Expanding forests and changing

410

growth forms of Siberian larch at the Polar Urals treeline during the 20th century, Glob. Chang. Biol., 14(7), 1581–1591,
doi:10.1111/j.1365-2486.2008.01583.x, 2008.
Dow, B. D. and Ashley, M. V.: Microsatellite analysis of seed dispersal and parentage of saplings in bur oak, Quercus
macrocarpa, Mol. Ecol., 5(5), 615–627, doi:10.1111/j.1365-294X.1996.tb00357.x, 1996.
Duncan, D. P.: A study of some of the factors affecting the natural regeneration of tamarack (Larix laricina) in Minnesota,

415

Ecology, 35(4), 498–521, doi:10.2307/1931040, 1954.
Funda, T., Chen, C. C., Liewlaksaneeyanawin, C., Kenawy, A. M. A. and El-Kassaby, Y. A.: Pedigree and mating system
analyses in a western larch (Larix occidentalis Nutt.) experimental population, Ann. For. Sci., 65(7), 705,
doi:10.1051/forest:2008055, 2008.
González-Martínez, S. C., Gerber, S., Cervera, M. T., Martínez-Zapater, J. M., Gil, L. and Alía, R.: Seed gene flow and fine-

420

scale structure in a Mediterranean pine (Pinus pinaster Ait.) using nuclear microsatellite markers, Theor. Appl. Genet., 104(8),
1290–1297, doi:10.1007/s00122-002-0894-4, 2002.
Greene, D. F., Canham, C. D., Coates, K. D. and Lepage, P. T.: An evaluation of alternative dispersal functions for trees, J.
Ecol., 92(5), 758–766, doi:10.1111/j.0022-0477.2004.00921.x, 2004.
Harris, I., Jones, P. D., Osborn, T. J. and Lister, D. H.: Updated high-resolution grids of monthly climatic observations - the

425

CRU TS3.10 Dataset, Int. J. Climatol., 34(3), 623–642, doi:10.1002/joc.3711, 2014.
Harsch, M. A., Hulme, P. E., McGlone, M. S. and Duncan, R. P.: Are treelines advancing? A global meta-analysis of treeline
response to climate warming, Ecol. Lett., 12(10), 1040–1049, doi:10.1111/j.1461-0248.2009.01355.x, 2009.
Hartl, D. L. and Clark, A. G.: Principles Of Population Genetics, 4th ed., Sinauer Associates, Inc. Publishers, Sunderland,
18

Biogeosciences Discuss., https://doi.org/10.5194/bg-2018-267
Manuscript under review for journal Biogeosciences
Discussion started: 18 June 2018
c Author(s) 2018. CC BY 4.0 License.

Massachusetts, USA., 2007.
430

Hijmans, R. J., Cameron, S. E., Parra, J. L., Jones, P. G. and Jarvis, A.: Very high resolution interpolated climate surfaces for
global land areas, Int. J. Climatol., 25(15), 1965–1978, doi:10.1002/joc.1276, 2005.
Holtmeier, F.-K. and Broll, G.: Sensitivity and response of Northern Hemisphere altitudinal and polar treelines to
environmental change at landscape and local scales, Glob. Ecol. Biogeogr., 14(5), 395–410, doi:10.1111/j.1466822x.2005.00168.x, 2005.

435

IPCC: Climate Change 2013: The Physical Science Basis. Contribution of Working Group I to the Fifth Assessment Report
of the Intergovernmental Panel on Climate Change, edited by T. F. Stocker, D. Qin, G.-K. Plattner, M. Tignor, S. K. Allen, J.
Boschung, A. Nauels, Y. Xia, V. Bex, and P. M. Midgley, Cambridge University Press, Cambridge, United Kingdom and New
York, NY, USA., 2013.
Janzen, D. H.: The American Society of Naturalists Herbivores and the Number of Tree Species in Tropical Forests, Am. Nat.,

440

104(940), 501–528, doi:10.1086/282687, 1970.
Jombart, T.: Adegenet: A R package for the multivariate analysis of genetic markers, Bioinformatics, 24(11), 1403–1405,
doi:10.1093/bioinformatics/btn129, 2008.
Jombart, T. and Ahmed, I.: adegenet 1.3-1: New tools for the analysis of genome-wide SNP data, Bioinformatics, 27(21),
3070–3071, doi:10.1093/bioinformatics/btr521, 2011.

445

Kalinowski, S. T., Taper, M. L. and Marshall, T. C.: Revising how the computer program CERVUS accommodates genotyping
error increases success in paternity assignment, Mol. Ecol., 16(5), 1099–1106, doi:10.1111/j.1365-294X.2007.03089.x, 2007.
Kaplan, J. O. and New, M.: Arctic climate change with a 2 °C global warming: Timing, climate patterns and vegetation change,
Clim. Change, 79(3–4), 213–241, doi:10.1007/s10584-006-9113-7, 2006.
Kath, N. J.: Spatio-temporal competition dynamics of larch species in North Central Siberia, Master’s thesis, University of

450

Potsdam., 2016.
Kharuk, V. I., Ranson, K. J., Im, S. T. and Naurzbaev, M. M.: Forest-tundra larch forests and climatic trends, Russ. J. Ecol.,
37(5), 291–298, doi:10.1134/S1067413606050018, 2006.
Klemm, J., Herzschuh, U. and Pestryakova, L. A.: Vegetation, climate and lake changes over the last 7000 years at the boreal
treeline in north-central Siberia, Quat. Sci. Rev., 147(1–13), 422–434, doi:10.1016/j.quascirev.2015.08.015, 2016.

455

Kruse, S., Wieczorek, M., Jeltsch, F. and Herzschuh, U.: Treeline dynamics in Siberia under changing climates as inferred
from an individual-based model for Larix, Ecol. Model., 338, 101–121, doi:10.1016/j.ecolmodel.2016.08.003, 2016.
Kruse, S., Epp, L. S., Wieczorek, M., Pestryakova, L. A., Stoof-Leichsenring, K. R. and Herzschuh, U.: High gene flow and
complex treeline dynamics of Larix Mill. stands on the Taymyr Peninsula (north-central Siberia) revealed by nuclear
microsatellites, Tree Genet. Genomes, 14(2), 19, doi:10.1007/s11295-018-1235-3, 2018a.

460

Kruse, S., Gerdes, A., Kath, N. J. and Herzschuh, U.: Implementing spatially explicit seed and pollen dispersal in the
individual-based larch simulation model: LAVESI-WIND 1.0, Geosci. Model Dev. Discuss., 2018, 1–23, doi:10.5194/gmd2018-31, 2018b.
19

Biogeosciences Discuss., https://doi.org/10.5194/bg-2018-267
Manuscript under review for journal Biogeosciences
Discussion started: 18 June 2018
c Author(s) 2018. CC BY 4.0 License.

Levin, S. A., Muller-Landau, H. C., Nathan, R. and Chave, J.: The ecology and evolution of seed dispersal: A theoretical
perspective, Annu. Rev. Ecol. Evol. Syst., 34(1), 575–604, doi:10.1146/annurev.ecolsys.34.011802.132428, 2003.
465

Lloyd, A. H.: Ecological histories from Alaskan tree lines provide insight into future change, Ecology, 86(7), 1687–1695,
2005.
Loarie, S. R., Duffy, P. B., Hamilton, H., Asner, G. P., Field, C. B. and Ackerly, D. D.: The velocity of climate change, Nature,
462(7276), 1052–1055, doi:10.1038/nature08649, 2009.
MacDonald, G. M., Kremenetski, K. V. and Beilman, D. W.: Climate change and the northern Russian treeline zone, Philos.

470

Trans. R. Soc. B Biol. Sci., 363(1501), 2283–2299, doi:10.1098/rstb.2007.2200, 2008.
Marshall, T. C., Slate, J., Kruuk, L. E. B. and M., P. J.: Statistical confidence for likelihood-based paternity, Mol. Ecol., 7,
639–655, 1998.
Matlack, G. R.: Diaspore size, shape, and fall behavior in wind-dispersed plant species, Am. J. Bot., 74(8), 1150–1160,
doi:10.2307/2444151, 1987.

475

McLachlan, J. S., Clark, J. S. and Manos, P. S.: Molecular indicators of tree migration capacity under rapid climate change,
Ecology, 86(8), 2088–2098, doi:10.1890/04-1036, 2005.
Montesano, P. M., Sun, G., Dubayah, R. O. and Ranson, K. J.: Spaceborne potential for examining taiga-tundra ecotone form
and vulnerability, Biogeosciences, 13(13), 3847–3861, doi:10.5194/bg-2015-575, 2016.
Moran, E. V. and Clark, J. S.: Between-site differences in the scale of dispersal and gene flow in red oak, PLoS One, 7(5),

480

e36492, doi:10.1371/journal.pone.0036492, 2012.
Nathan, R. and Muller-Landau, H. C.: Spatial patterns of seed dispersal, their determinants and consequences for recruitment,
Trends Ecol. Evol., 15(7), 278–285, doi:10.1016/S0169-5347(00)01874-7, 2000.
Naurzbaev, M. M., Vaganov, E. a., Sidorova, O. V. and Schweingruber, F. H.: Summer temperatures in eastern Taimyr inferred
from a 2427-year late-Holocene tree-ring chronology and earlier floating series, The Holocene, 12(6), 727–736,

485

doi:10.1191/0959683602hl586rp, 2002.
Niemeyer, B., Herzschuh, U. and Pestryakova, L. A.: Vegetation and lake changes on the southern Taymyr peninsula, northern
Siberia, during the last 300 years inferred from pollen and Pediastrum green algae records, The Holocene, 25(4), 596–606,
doi:10.1177/0959683614565954, 2015.
Pairon, M., Jonard, M. and Jacquemart, A.-L.: Modeling seed dispersal of black cherry, an invasive forest tree: how

490

microsatellites may help?, Can. J. For. Res., 36(6), 1385–1394, doi:10.1139/x06-018, 2006.
Petit, R. J., Hu, F. S. and Dick, C. W.: Forests of the past: a window to future changes., Science, 320(5882), 1450–1452,
doi:10.1126/science.1155457, 2008.
Piotti, A., Leonardi, S., Piovani, P., Scalfi, M. and Menozzi, P.: Spruce colonization at treeline: where do those seeds come
from?, Heredity (Edinb)., 103(2), 136–45, doi:10.1038/hdy.2009.42, 2009.

495

Pisaric, M. F. J., Macdonald, G. M., Cwynar, L. C. and Velichko, A. A.: Pollen Modern and Conifer Stomates from Siberian
Lake Their Sediments : Use in Interpreting Late Fossil Pollen Quaternary Assemblages, Arctic, Antarct. Alp. Res., 33(1), 19–
20

Biogeosciences Discuss., https://doi.org/10.5194/bg-2018-267
Manuscript under review for journal Biogeosciences
Discussion started: 18 June 2018
c Author(s) 2018. CC BY 4.0 License.

27, 2001.
Pluess, A. R.: Pursuing glacier retreat: genetic structure of a rapidly expanding Larix decidua population, Mol. Ecol., 20(3),
473–485, doi:10.1111/j.1365-294X.2010.04972.x, 2011.
500

R Core Team: R: A Language and Environment for Statistical Computing, [online] Available from: https://www.r-project.org/,
2015.
Ritchie, J. C. and MacDonald, G. M.: The Patterns of Post-Glacial Spread of White Spruce, Source J. Biogeogr. J. Biogeogr.,
13(13), 527–540 [online] Available from: http://www.jstor.org/stable/2844816, 1986.
Roberts, D. R. and Hamann, A.: Climate refugia and migration requirements in complex landscapes, Ecography (Cop.).,

505

39(12), 1238–1246, doi:10.1111/ecog.01998, 2016.
Schlötterer, C.: Evolutionary dynamics of microsatellite DNA, Chromosoma, 109(6), 365–371, doi:10.1007/s004120000089,
2000.
Schnabel, A., Nason, J. D. and Hamrick, J. L.: Understanding the population genetic structure of Gleditsia triacanthos L.:
Seed dispersal and variation in female reproductive success, Mol. Ecol., 7(7), 819–832, doi:10.1046/j.1365-

510

294x.1998.00397.x, 1998.
Shiyatov, S. G. and Mazepa, V. S.: Climate-driven dynamics of the forest-tundra vegetation in the Polar Ural Mountains,
Contemp. Probl. Ecol., 4(7), 758–768, doi:10.1134/S1995425511070071, 2012.
Shiyatov, S. G., Terent’ev, M. M. and Fomin, V. V.: Spatiotemporal dynamics of forest-tundra communities in the Polar Urals,
Russ. J. Ecol., 36(2), 69–75, doi:10.1007/s11184-005-0051-9, 2005.

515

Sidorova, O. V. O. V. O. V., Siegwolf, R. T. W., Saurer, M., Naurzbaev, M. M., Shashkin, A. V. A. V. and Vaganov, E. a.:
Spatial patterns of climatic changes in the Eurasian north reflected in Siberian larch tree-ring parameters and stable isotopes,
Glob. Chang. Biol., 16(3), 1003–1018, doi:10.1111/j.1365-2486.2009.02008.x, 2010.
Slate, J., Marshall, T. C. and Pemberton, J. M.: A retrospective assessment of the accuracy of the paternity inference programm
CERVUS, Mol. Ecol., 9, 801–808, doi:10.1046/j.1365-294X.2000.00930.x, 2000.

520

Snell, R. S.: Simulating long-distance seed dispersal in a dynamic vegetation model, Glob. Ecol. Biogeogr., 23(1), 89–98,
doi:10.1111/geb.12106, 2014.
Snell, R. S. and Cowling, S. A.: Consideration of dispersal processes and northern refugia can improve our understanding of
past plant migration rates in North America, J. Biogeogr., 42(9), 1677–1688, doi:10.1111/jbi.12544, 2015.
Steinitz, O., Troupin, D., Vendramin, G. G. and Nathan, R.: Genetic evidence for a Janzen-Connell recruitment pattern in

525

reproductive offspring of Pinus halepensis trees., Mol. Ecol., 20(19), 4152–4164, doi:10.1111/j.1365-294X.2011.05203.x,
2011.
Stewart, J. R. and Lister, A. M.: Cryptic northern refusia and the origins of the modern biota, Trends Ecol. Evol., 16(11), 608–
613, 2001.
Stewart, J. R., Lister, A. M., Barnes, I. and Dalen, L.: Refugia revisited: individualistic responses of species in space and time,

530

Proc. R. Soc. B Biol. Sci., 277(1682), 661–671, doi:10.1098/rspb.2009.1272, 2010.
21

Biogeosciences Discuss., https://doi.org/10.5194/bg-2018-267
Manuscript under review for journal Biogeosciences
Discussion started: 18 June 2018
c Author(s) 2018. CC BY 4.0 License.

Stoehr, M. U.: Seed production of western larch in seed-tree systems in the southern interior of British Columbia, For. Ecol.
Manage., 130(1–3), 7–15, doi:10.1016/S0378-1127(99)00173-5, 2000.
Svenning, J.-C., Gravel, D., Holt, R. D., Schurr, F. M., Thuiller, W., Münkemüller, T., Schiffers, K. H., Dullinger, S., Edwards,
T. C., Hickler, T., Higgins, S. I., Nabel, J. E. M. S., Pagel, J. and Normand, S.: The influence of interspecific interactions on
535

species range expansion rates, Ecography (Cop.)., 37(12), 1198–1209, doi:10.1111/j.1600-0587.2013.00574.x, 2014.
Szmidt, A. E., Aldén, T. and Hällgren, J. E.: Paternal inheritance of chloroplast DNA in Larix, Plant Mol. Biol., 9(1), 59–64,
doi:10.1007/BF00017987, 1987.
Väliranta, M., Kaakinen, A., Kuhry, P., Kultti, S., Salonen, J. S. and Seppä, H.: Scattered late-glacial and early Holocene tree
populations as dispersal nuclei for forest development in north-eastern European Russia, J. Biogeogr., 38(5), 922–932,

540

doi:10.1111/j.1365-2699.2010.02448.x, 2011.
Wagner, S., Gerber, S. and Petit, R. J.: Two highly informative dinucleotide SSR multiplexes for the conifer Larix decidua
(European larch)., Mol. Ecol. Resour., 12(4), 717–25, doi:10.1111/j.1755-0998.2012.03139.x, 2012.
Walker, D. A., Raynolds, M. K., Daniëls, F. J. A. A., Einarsson, E., Elvebakk, A., Gould, W. A., Katenin, A. E., Kholod, S.
S., Markon, C. J., Melnikov, E. S., Moskalenko, N. G., Talbot, S. S., Yurtsev, B. A. and Team, the other members of the C.:

545

The

circumpolar

Arctic

vegetation

map,

J.

Veg.

Sci.,

16(3),

267–282,

doi:10.1658/1100-

9233(2005)016[0267:TCAVM]2.0.CO;2, 2005.
Wessel, P. and Smith, W. H. F.: A global, self-consistent, hierarchical, high-resolution shoreline database, J. Geophys. Res.
Solid Earth, 101(B4), 8741–8743, doi:10.1029/96JB00104, 1996.
Wieczorek, M., Kruse, S., Epp, L. S., Kolmogorov, A., Nikolaev, A. N., Heinrich, I., Jeltsch, F., Pestryakova, L. A., Zibulski,
550

R. and Herzschuh, U.: Dissimilar responses of larch stands in northern Siberia to increasing temperatures-a field and simulation
based study, Ecology, 98(9), 2343–2355, doi:10.1002/ecy.1887, 2017.
Willis, K. J. and Van Andel, T. H.: Trees or no trees? The environments of central and eastern Europe during the Last
Glaciation, Quat. Sci. Rev., 23(23–24), 2369–2387, doi:10.1016/j.quascirev.2004.06.002, 2004.

22

