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Northern Hemisphere permafrost soils store approximately 50% of the global soil carbon (C),
a quarter of which could thaw by the end of the century. Thawing exposes previously frozen
soil organic matter (SOM) to decomposition, resulting in release of greenhouse gases (GHG)
from the soils. Vast areas of permafrost soils are covered by boreal forests currently acting
as sinks of C. As global warming is strongest at northern latitudes, the occurrence of boreal
forest fires may increase. Forest fires further advance permafrost thaw and forest soils may
turn from sinks to sources.

This thesis examines how forest fires affect the quality of SOM and GHG emissions from
permafrost soils in boreal forests by conducting chemical fractionation of SOM and soil
incubations, as well as manual chamber measurements of GHGs.

Forest fires increased the active layer depth on top of permafrost, altered species composition
of vegetation and affected the organic layer depth and the SOM pools. Fires decreased the
quality of SOM, observed as reduction in the proportional amount of labile SOM fraction
and increased SOM temperature sensitivity, as well as enrichment with heavier isotopes of
13C and *>*N. GHG measurements showed that fire initially decreased carbon dioxide flux
from the soil and it returned to its pre-fire status approximately 50 years after the fire. The
effects of fires on methane and nitrous oxide fluxes were not significant.

Forest fires have significant effects on the release of GHGs from permafrost soils. In the
future, the fate of permafrost stored SOM is dependent on its degradability, the frequency of
fire events and the ability of forests to regenerate, allowing permafrost recovery, in the
changing climate. There is a demand for further studies investigating the specifics of different
permafrost ecosystems and building a complete picture to estimate total emissions from
permafrost regions.

Keywords: Qio, $3C, N, soil respiration, soil organic matter, greenhouse gas emissions
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List of terms and abbreviations
C

CH,

CO,

CUE

d13C

SN

GHG

LMM

N
N20

oM

Pyrogenic compounds

Q1o

C]COZ

SOC

Soil autotrophic respiration (Ra)

Soil heterotrophic respiration (Rp)

SOM

carbon

methane

carbon dioxide

carbon use efficiency

ratio of isotope **C to *2C

ratio of isotope °N to N

greenhouse gas (CO,, CHa, N2O)

linear mixed model, a statistical model
containing both fixed and random effects
nitrogen

nitrous oxide

organic matter

compounds formed by burning of organic
matter, often quite resistant to
decomposition

proportional increase in soil respiration if
temperature increases 10 °C

the microbial metabolic quotient, ratio of
microbial respiration to microbial biomass
soil organic carbon

respiration caused by plant roots
respiration caused by heterotrophic micro-
organisms decomposing organic matter

soil organic matter






1 INTRODUCTION

Permafrost soils overlap noticeably with the boreal forest zone, resulting in a peculiar
interaction of forest fires and permafrost dynamics, with around 80% of the world’s boreal
forests growing on permafrost soils (Helbig et al. 2016). Global warming is not only causing
permafrost thaw on the northern hemisphere (Guo and Wang 2017; Oliva and Fritz 2018;
Strauss et al. 2017), but also increasing the frequency of forest fires (Kelly et al. 2013;
Veraverbeke et al. 2017). What makes fires in boreal forests on permafrost soils unique are
the soil carbon (C) stores preserved in the frozen soil. Permafrost soils have been estimated
to contain between 50 and 60% of global soil C reserves (Tarnocai et al. 2009). This
significant store is endangered by the thawing caused by the combined effects of global
warming and forest fires. The decomposition of the previously frozen soil organic matter
(SOM) would facilitate possibly large emissions of greenhouse gases (GHGSs) and positive
feedback to global warming (Schédel et al. 2016).

The permafrost thaw is advanced by the direct and indirect effects of the fire and the
changes in forest soils caused by the fire. An intense forest fire may directly consume the soil
organic layer almost totally. This layer typically acts as an insulator that keeps the soil
underneath cooler, and removal of this layer by fire leads to increased temperatures in the
soil (Fisher et al. 2016). As the organic soil layer burns, the remaining soil surface has an
albedo (reflectivity) that is lower than that of an unburned forest (Bret-Harte et al. 2013;
French et al. 2016), allowing heat radiation to be absorbed in the soil more effectively. Soil
temperatures are increased even more after stand replacing fires, as lack of forest canopy
increases solar radiation on the soil surface (Fisher et al. 2016; Jorgenson et al. 2010). During
winter the lack of canopy allows a thicker snow layer to accumulate on the forest floor, and
this insulation restricts the freezing of the underlying soil (Brown et al. 2015). These indirect
effects of forest fires lead to the deepening of the seasonally freezing and thawing active layer
on top of the permafrost (Fig. 1).
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Figure 1: The processes taking place on permafrost soils after forest fire, where OM relates
to organic matter, SOM is the soil organic matter and AL is the active layer.

Soil organic carbon (SOC) is a significant component of SOM. The SOC stored in soil
originates from above- and belowground litter, exudates or animal residues that become
decomposed by soil microbes (Cotrufo et al. 2015). At the same time, SOC is lost from the
soil via root- and microbial respiration and leaching. The degree of decomposition and
leaching depends on the nature of the nutrient, litter type and site conditions (Berg and
Mcclaugherty 2014). The components of incoming organic matter (OM) change with forest
succession: in the early stages, the incoming litter consists mostly of foliar matter, while the
proportion of woody debris increases with stand age (Berg and Mcclaugherty 2014). As
woody debris has a higher lignin content and lower nitrogen (N) content than foliar litter, it
also decomposes more slowly (Berg et al. 1982; Gongalves et al. 2007). Additionally,
different nutrients leach at different rates and in different stages of decomposition. As the
most soluble materials are readily leached, other components are released and consumed via
microbial degradation. During this process, carbon dioxide (CO,) is released. Soil CO,
respiration is divided into two components: the soil heterotrophic respiration (Rn) originating
from soil microbial decomposition and soil autotrophic respiration (R,) caused by plant roots
and mosses (Czimczik et al. 2006). The autotrophic respiration may form up to 50% of total
soil respiration in mature boreal forest (Hogberg and Read 2006; Pumpanen et al. 2015),
although the share of the heterotrophic and autotrophic components from the total respiration
vary seasonally (Pumpanen et al. 2015). The autotrophic respiration, for example, follows
the C allocation pattern of trees (Pumpanen et al. 2015).

The decomposability of the SOM stored in permafrost is affected by several factors, such
as the recalcitrance of SOM, possible physical protection by soil particles, soil temperature
and soil moisture (Schmidt et al. 2011). Therefore, one of the key questions in recent years
has concerned the quality of the frozen SOM as the frozen reservoirs might contain
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significant amounts of labile SOM. Forest fires add another factor to the SOM quality in
soils. They may change the SOM quality by burning the vegetation and litter- and organic
layers, causing a loss of easily degradable material (Certini 2005; Jiménez-Gonzélez et al.
2016). At the same time, the byproducts of burning yield partly charred material and
recalcitrant compounds, also known as pyrogenic C (Knicker 2007) and this post-fire SOM
may undergo changes in the abundance of the heavier isotopes *3C and **N. These factors
together may reduce soil respiration for extended periods.

The effects of forest fires on soil GHG fluxes (CO,, methane (CH.) and nitrous oxide
(N20)) have been studied fairly actively in recent decades (Kim and Tanaka, 2003; Levine et
al. 1988; Morishita et al. 2015; Veraverbeke et al. 2015; Walker et al. 2018). While fire has
often been found to decrease CO; flux rates from soil, the CO; fluxes have also been found
to increase or maintain pre-fire levels at least temporarily (Burke et al. 1997; Mufioz-Rojas
et al. 2016). The studies have also shown that after forest fire the soils are greater sinks of
CHs (Kulmala et al. 2014; Morishita et al. 2015; Tas et al. 2014), while N2O fluxes have been
thought to decrease (Kim and Tanaka 2003; Levine et al. 1988).

The reduced soil respiration rates are affected by multiple factors following fire, such as
SOM quality, quantity, soil temperature (Lloyd and Taylor 1994; Mufioz-Rojas et al. 2016),
soil moisture (Mufioz-Rojas et al. 2016) and the possible demise of decomposing microbes
(Dooley and Treseder 2012; Koster et al. 2016). Therefore, the estimation of possible GHG
emissions from post-fire stands on permafrost soils also requires knowledge of SOM quality
(post-fire and permafrost stored), as well as factors affecting it, and the changes in different
SOM pools in the years following fire.

Forest fires and their effects on forest regeneration and soil physical and chemical
characteristics in boreal regions have been studied quite comprehensively, which is not
surprising as wildfires consume around 5-20 million ha of boreal forest each year (Flannigan
et al. 2009; Kasischke and Stocks, 2000). Several studies have also specifically concentrated
on boreal forests on permafrost soils, but these studies usually deal with the physical changes
(Fig. 1) caused by the forest fires that affect the permafrost depth and permafrost C pool as a
whole (Brown et al. 2015; Harden et al. 2000; Loranty et al. 2016; Yoshikawa et al. 2002).
Other studies, again, have focused on the SOM quality of permafrost soils in tundra areas
(De Baets et al. 2016; Uhlifova et al. 2007; Walz et al. 2017; Weintraub and Schimel 2003)
and only a few articles have actually combined the effects of fire on forest SOM quality in
the permafrost region (Masyagina et al. 2016; O’Donnell et al. 2009; Tas et al. 2014).
Therefore, it appears that there is a need for studies that deal with the collective, long term,
effects of forest fires and permafrost dynamics on SOM quality and different SOM pools.
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Figure 2: Forest area burned in 2012, captured in 2018 (Yukon, Canada). Sampling took
place in 2015.

1.1 Quality of soil organic matter

The quality and quantity of SOM in soil are one of the key factors affecting SOM
decomposition and the following release of GHGs from the soil ecosystem. The methods
currently used to determine SOM lability include studies on the temperature sensitivity of
SOM, fractionation of different SOM pools and the determination of soil isotopic
composition (chapter 1.3). The previous studies on permafrost SOM quality have yielded
somewhat differing results. Traditionally the SOM stored in permafrost soils has been
considered labile as it has not been affected by microbial decomposition and is thought to
have no physical protection (Davidson et al. 2006; Schuur et al. 2008; Zimov et al. 2006).
However, possible dissimilarities may arise from the differences between studied
ecosystems, such as vegetation and hydrology.

One of the measures used to describe SOM lability is the temperature sensitivity of
decomposition (Q10), which conveys the rate of change of soil respiration when the
temperature is increased by 10 °C (Lloyd and Taylor 1994). The Qo values are typically
derived from laboratory incubation studies by fitting a model to measured CO; flux data. If
the effect of plant material, such as roots, is removed, the flux measured is the heterotrophic
respiration. The interpretation of Qi is not always straightforward, and differing results have
been reported in the literature (Gillabel et al. 2010). Quite often the higher Q1o values have
been connected to more recalcitrant material and lower values to labile material (Conant et
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al. 2008; Vanhala et al. 2007; Waldrop and Firestone 2004). This interpretation is in line with
the kinetic theory: a more complex compound requires more activation energy to break down
than a simpler compound (Davidson and Janssens 2006). This is, however, challenged by the
metabolic theory, which states that the temperature sensitivity is not dependent on OM
quality itself, but rather on the sensitivity of microbial metabolism to the temperature (Yvon-
Durocher et al. 2012).

Many studies have found the Q1o values to increase with depth in soil profiles (Fierer et
al. 2003; Jin et al. 2008; Lomander et al. 1998), with deeper soil profiles usually thought to
contain older, more resistant SOM. Yet, some studies have observed a decrease in Q1o with
depth or no change at all (Leifeld and Fuhrer 2005; Rey et al. 2008; Winkler et al. 1996). In
addition to variations between ecosystems, the differing results might be caused by different
methods used in laboratory experiments. Another reason might be that factor other than the
recalcitrance of SOM is affecting Qio. A study by Gillabel et al. (2010) proposed that Q1o
values can be decreased by the physical protection of SOM by soil particles, meaning that
the magnitude of Q1o of a recalcitrant SOM is masked by the effect of physical protection.
This kind of protection would occur especially in silt and clay soils (Gillabel et al. 2010).
The magnitude of Q1o could also be affected by microbes: since microbial biomass and
composition vary along the soil profile (Blume et al. 2002; Fritze et al. 2000), microbes in
the deeper soil may have lower thermal optima than those in the surface soil (Fierer et al.
2003). In addition, substrate availability may decrease with depth (Jobbagy and Jackson
2001).

Chemical fractionation is a method that enables separation of different SOM pools, or
fractions, based on the solubility of SOM in different solvents (Abbott et al. 2016; Berg and
Ekbohm 1991; Mikutta et al. 2005). The method of Berg and Ekbohm (1991) is based on
extracting the soluble material with water, ethanol and sulphuric acid and allows the
separation of SOM to four pools: water soluble (sugars, low levels of fatty acids and protein
remains), ethanol soluble waxes and fats, acid soluble (hemicellulose, cellulose) and
insoluble fraction (lignin and humified material) (Berg and McClaugherty. 2008; Berg and
Ekbohm 1991; Trofymow 1998).

SOM is a variable combination of different compounds from simple, small structures to
complex aromatic polymers, such as lignin. Traditionally these can be classified into different
groups: 1. simple compounds of sugars, amino acids, 2. humic substances which are complex
and varying group of polydispersed materials: plant lignin and products, polysaccharides,
melanin, cutin, proteins, lipids, nucleic acids and fine char particles (Fisher 1995; “What are
humic substances” 2007). The different substances have their inherent decomposition rates
and may be divided from fast to slow as follows: sugars, starches, simple proteins, crude
proteins, hemicellulose, cellulose, fats, waxes, resins and lignins (Osman 2013). SOM
decomposition rates in different ecosystems have been studied with soil decomposition
models, including Yasso (Liski et al. 2005) and Century (Parton et al. 1983), both of which
divide SOM into pools with different decomposition rates. In Yasso model, the pools are
named as extractives (decomposition rate in conifer needle 0.48 year™), celluloses (0.30 year-
1, lignin-like materials (0.22 year?), humus 1 (0.012 year?) and humus 2 (0.0012 year?)
(Liski et al. 2005). The Century model, on the other hand, divides the pools into active
(turnover of months to a few years), slow (20-50 years) and stable (400-2000 years)
(Metherell et al. 1993). The different SOM pools relating to these could roughly be thought
to be sugars (active pool), fats, waxes and cellulose (slow pool) and lignin (stable pool) (Bot
and Benites 2005; Kutsch et al. 2009).
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SOM fractionation aims to separate the different SOM fractions into different pools much
like the soil C models and although the pools in models and SOM chemical fractions are not
quite directly comparable, the basis is the same. From the soil C models it can be seen that
the decomposition rates of different SOM pools have a vast range and give some indication
on how long the different SOM fractions might take to decompose. For example, the water-
soluble SOM, consisting of low molecular weight, simple compounds would belong to the
fastest cycling pool, whereas lignin-like, high molecular weight and complex materials would
persist for a long time as slow-cycling/stable pool.

1.2 Post-fire greenhouse gas emissions

Soil GHG fluxes are measured with either automatic or manual chambers. In the case of CO;,
the measured flux corresponds to total soil respiration (Ra+ Rn). The changes in GHG fluxes
are very much dependent on the severity of fire and through this the quality of decomposing
SOM and microbial activity (Holden et al. 2016; Knicker 2007). As the GHG fluxes are also
greatly dependent on soil temperature and moisture conditions, disturbances affecting these
will also alter the GHG fluxes (Hashimoto et al. 2011).

Forest fires, in general, have been observed to have a negative effect on soil CO, effluxes
(Burke et al. 2004; Koster et al. 2016; Morishita et al. 2015), although also at least temporary
increases after fire have been observed (Burke et al. 2004; Mufioz-Rojas et al. 2016). The
decreased CO, emissions from soils post-fire have been attributed to decreased root
respiration and microbial activity (Kim and Tanaka 2003; Morishita et al. 2015; O’Neill et
al. 2006), while increases have been connected to increased soil temperatures (O’Neill et al.
1997). Additionally, the parts of soil respiration originating from different sources may cause
even more varying results. The two different components of soil respiration, heterotrophic
and autotrophic respiration, can behave in different ways (increase or decrease) after fire and
thus the changes in the soil respiration could be dependent on the source of the respiration
(Hu et al. 2017).

Autotrophic respiration may follow post-fire forest regeneration so that it peaks decades
after the fire (Gower et al. 2001), while heterotrophic respiration can reach its maximum
fairly shortly after fire when the soil is warmer and fire residues are present (Litvak et al.
2003; Wang et al. 2002). As noted by Hu et al. (2017) the majority of the decrease has been
linked to decreased autotrophic respiration, while the decrease in heterotrophic respiration in
their study was found to be much milder. The released amount of CO, from heterotrophic
respiration is connected to microbial C use efficiency (CUE), i.e. how effectively the
microbes assimilate C (Rutigliano et al. 2007). This is measured by CUE or qCO; (Pinzari et
al. 2017; Rutigliano et al. 2007). CUE is determined as a ratio between C allocated to growth
and C uptake (Spohn et al. 2016), while qCO- is the respiration rate per microbial biomass C
(Anderson and Domsch 1993). Furthermore, the gCO; value is the opposite of CUE: when
CUE is high, gCO; is low and the microbial growth is efficient, with only low amounts of C
being released as respiration (Manzoni et al. 2012; Rutigliano et al. 2007). Studies have
reported increased qCO; values after burning (Fritze et al. 1993; Rutigliano et al. 2007) and
thus qCO2 has been seen as an indicator of stress in the soil (Anderson and Domsch 1993).
The reason for this is suggested to be pioneer microbial species having high respiration rates
(Pietikdinen and Fritze 1995).

CHjy is another of the three GHGs possibly affected by fire. Boreal forests are usually
sinks for CHa, unless the area is governed by waterlogged conditions (Kulmala et al. 2014).
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This sink ability may even be enhanced after fire for a short period of time before returning
to the original levels (Kulmala et al. 2014; Tas et al. 2014), which has been connected to a
fast recovery of the microbial community post-fire (Hamman et al., 2007; Kulmala et al.,
2014). For example, Morishita et al. (2015) found that fire driven changes led to increased
temperature in the soil, which then increased the activity level of methanotrophs. Hence, the
CHj4 fluxes are dependent on soil temperature and moisture, time since last fire and the
availability of soil C (Poth et al., 1995; Sullivan et al., 2011). Sometimes permafrost soils
have also been noted to become sources of CH4 because of permafrost thaw (Kim and
Tanaka, 2003). Permafrost soils are often prone to CH4 production, as the soils may be
waterlogged due to permafrost surface that restricts drainage (Schuur et al. 2015), further
reinforced by permafrost thaw (Wei et al. 2018). Therefore, the CH, stored and produced in
permafrost peatlands and soils has raised concerns about permafrost thaw resulting in
positive feedback to climate warming via increased CH4 emissions (Christensen et al. 2004;
Smith et al. 2004; Wei et al. 2018).

N2O, the third GHG discussed here, differs from the two others as it is produced both in
aerobic and anaerobic conditions, these pathways being nitrification and denitrification,
respectively (Megonigal et al. 2003; Oertel et al. 2016). Previous studies have observed
decreased trends in post-fire N.O fluxes (Kim and Tanaka 2003; Morishita et al. 2015),
although also increased fluxes have been reported (Karhu et al. 2015). As denitrification and
nitrification are both processes governed by soil temperature and moisture, the effects of fire
also on N2O fluxes probably take place partly due to post-fire changes in soil temperature
and moisture conditions (Morishita et al. 2015). In addition to these also pH and mineral N
concentrations have been observed to affect the N,O fluxes after fire (Karhu et al. 2015).

1.3 Fire and soil isotopic composition

Separate parts of plants, plant species and soil depths can have different isotopic
compositions. These compositions originate from many different processes that often favour
one isotope over the other, typically the lighter isotope in favour of the heavier one (Farquhar
et al. 1989). This kind of discrimination leads to enrichment of source material with heavier
isotopes and depletion of the product caused by the reaction rate: a heavy isotope requires
more energy to complete the reaction than a light isotope (O’Leary 1988; Davidson and
Janssens 2006). Soils, for example, often have increasing (less negative) 3C/*%C values with
depth (Bostrom et al. 2007). Different processes, one of which is the Suess effect (Diochon
and Kellman 2008), may cause such enrichment. The depletion of atmospheric CO, of *C
with the burning of depleted fossil fuels (the Suess effect) (Balesdent et al. 1990; Trolier et
al. 1996) may appear as deeper soil layers having similar **C values as the atmosphere at the
corresponding time (Ehleringer et al. 2000).

For N, one of the reasons for varying soil **N/**N values may be that ammonification,
nitrification and denitrification favour the lighter isotopes, forming depleted NO3", NH4* and
N.O, while leftover material is enriched with °N (Girona-Garcia et al. 2018). Hence, the
material that is comparably enriched with a heavier isotope may be thought to be more
recalcitrant as it has been processed further or is a residual of some process. The enrichment
of heavier isotopes in the soil might also evolve from changes in species composition of N
fixing fungal species since the discrimination against '°N is also affected by the type of
mycorrhiza (Michelsen et al. 1998). The >N values could also be affected by root activity
(Pumpanen et al. 2017).
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Forest fires have been observed to change both °N and **C signatures in the soil, but even
though fires have been observed mainly to cause enrichment with °N, the pattern for *C
enrichment/depletion is not as clear (Beuning and Scott 2002; Boeckx et al. 2005; Hogberg
1997; Hyodo et al. 2013). During a fire, organic C and N are lost both from growing
vegetation and the soil organic layer. This leads to two types of factors taking place: material
that is perhaps depleted with isotopes is lost in fire (Hogberg 1997), while enriched material
is being formed due to volatilization of lighter isotopes (Saito et al. 2007; Boeckx et al. 2005;
Cook 2001) or nitrification processes (Pardo et al. 2002). Also, increased leaching after fire
causes loss of °N-depleted NOs~ (Pardo et al. 2002). As different compounds have their
specific 3C/*?C (or ®N/*N) ratios, the isotopic composition of post-fire litter depends on
what kind of material is lost. For example, polysaccharides (such as cellulose) and amino
acids tend to be enriched compared with lignin and lipids (Loader et al. 2003; Rumpel and
Kogel-Knabner 2011). Thus, fire might cause relative depletion of 13C, as cellulose is lost
more than lipids and lignin. Contrastingly, post-fire litter may also have higher §*3C values
than pre-fire litter (Alexis et al. 2010).

2 OBJECTIVES

The aim of this thesis was to study how forest fires on permafrost soils, and the interaction
of fire and permafrost thaw, affect the quality and changes in SOM pools and GHG emissions
from the soil. In addition, the aim was to determine the factors most affecting the
aforementioned variables. The objectives of the sub-studies were:

e Toexamine how the effects of fire change the proportions of recalcitrant and labile
fractions of SOM and how they change with forest succession. The aim was also to
determine the most important factors affecting the size of the most recalcitrant SOM
fraction (Study I)

e To determine the heterotrophic respiration and SOM quality and how they change
with time since fire (Study 1)

e To determine how forest fires affect the GHG emissions and how they change with
time after fire, including what the most important factors affecting the fluxes are in
Canadian permafrost region (Study I11)

e To determine how forest fires affect the GHG emissions and how they change with
time after fire, including what the most important factors affecting the fluxes are in
the Siberian permafrost region (Study 1V)

The hypothesis related to each separate study were as follows:

e Study I: I hypothesized that the effects of fire would be evident on the proportions
of different SOM chemical fractions, since fire can simultaneously decrease the total
amount of SOM and produce recalcitrant SOM from burning vegetation and heat-
induced chemical transformation. These changes would be observable in the
chronosequence, with the proportional amount of recalcitrant SOM decreasing with
time since fire. The effects of fire could also be seen in the N and *3C isotopic
composition of SOM as found by previous studies (Beuning and Scott, 2002; Hyodo
et al., 2013; Rumpel et al., 2007).
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e Study II: I expected forest fire to decrease R and affect the Q1o of SOM with the
fire-induced decreases in the quality of SOM. In addition, | hypothesized that the
gCO; of microbes would increase as found by previous studies (Fritze et al., 1993;
Rutigliano et al., 2007).

e  Study II: We hypothesized that the GHG fluxes would change due to fire, and these
changes would correlate with the active layer depth and time since fire. We also
expected that the most significant changes would be seen in CO; and CHy, rather
than N2O. This is because sparse N availability and generally low fluxes of N,O
from boreal permafrost soils.

e  Study IV: We expected the fluxes of CO; and CH. to be apparent with fire related
permafrost thaw, again correlating with time since fire. The fluxes would also
positively correlate with the depth of the active layer and the changes in the
magnitudes of the fluxes would follow the recovery of vegetation.

3 METHODS

3.1 Study design

All studied areas had the same study design. The study areas were located in permafrost
underlain boreal forest regions of Canada (Studies I, Il, Il1, Fig. 3) and Siberia (Study 1V,
Fig. 4). In both places, fire chronosequences were formed by choosing forests with similar
site conditions, but burned at different times. The unmanaged burned forests included to the
fire chronosequence were chosen based on GIS-maps of burned areas (Studies I, 11 and I11)
and tree ages that we further determined from cored tree rings. In Study IV the areas were
selected based on forest inventory data with recordings of time and area of fire and satellite
images. The same hierarchical sampling method was applied in all study areas: sampling
lines were divided into three plots and samples were collected from these plots. The sampling
method is described in more detail in the following chapter.

3.1.1 Canadian sites

The study areas were set along the Dempster Highway (Fig. 3) in the vicinity of Eagle Plains
(66°22° N, 136°43” W) and Tsiigethchic (67°26” N, 133° 45°W). These forest areas formed a
fire chronosequence of forest stands with fire 3, 25, 46 and over 100 years ago. These areas
are hereafter referred to as FIREs, FIRE2s, FIREss and FIRE1oo as they are in publications |
and Il (in publication 11 they are referred to areas burned 3, 25, 46 or over 100 years ago).
In each of the FIRE3, FIRE2s and FIRE.s areas three lines were established (150 m apart from
each other) with three sampling plots (400 m? each )per line (50 m from each other). In total
there were 9 sampling plots per forest stand (fire chronosequence). One soil pit was excavated
in the middle of each plot, from which the soil samples were collected for Study I, Study Il
and Study IV. The soil samples were collected with a steel corer from the vertical face of the
pit. In the vicinity of each of the three fire areas, one line was established in a forest stand
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with no fire for at least the last 100 years (FIRE1q), so that these sampling lines (FIRE100a,
FIRE100e and FIRE1goc in Fig. 3) together also totaled to nine sampling plots forming the
FIRE 100 year area used in the analysis. The sampling scheme for the FIRE1qo area was set like
this to represent a geographically balanced composition of old forests. All areas were chosen
so that they represented as similar ecosystems as possible in terms of terrain, vegetation,
precipitation and soil characteristics.

The ecosystems in our Canadian sites are characterized by underlying continuous
permafrost and thus the soils are classified into belonging to the Cryosols (IUSS Working
Group WRB 2014). The soil texture was silty clay loam. The climate in this area is
predominantly cold continental with mean annual temperature of -8°C and annual
precipitation of 248 mm (Environment Canada 2009). The area belongs to the taiga, which
is dominated by evergreen conifers Picea mariana (Mill.) BSP and Picea glauca (Moench)
Voss. The ground vegetation consists of mosses, lichens and dwarf shrubs, such as Sphagnum
sp., Cladonia sp., Cladina sp., Vaccinium vitis-idaea L., Rhododendron groelandicum
Oeder., Rubus chamaermorus L. and Vaccinium uliginosum L (Meikle and Waterreus, 2008).
Stand characteristics were measured in sample plots, including ground vegetation biomass,
cover and species composition, living and dead tree biomasses and densities, as well as tree
height, crown height and crown diameter.
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Figure 3: The locations of sampled fire areas along the Dempster Highway in the Northwest
Territories of Canada in Studies I, Il and Il (modified based on Kdster et al. (2017).

3.1.2 Siberian sites

The study areas were situated in the vicinity of Tura (Fig. 4), set in the Evenkiyski district of
Krasnoyarsk Kray in the Russian Federation (64°16° N, 100° 13" E). Forest areas chosen for
the study lie within the basin of the Nizhnyaya Tunguska and Kochechum rivers. The area is
governed by cold continental climate, with an annual mean temperature of -9.5°C and a mean
annual precipitation of 250-390 mm (kharuk et al. 2011; prokushkin et al. 2006). soils area
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characterized by a noticeable proportion of gravel with low or medium clay content
(Prokushkin et al. 2006) and belong to the permafrost-affected taiga soils. These soils are
dominated by cryozems and podburs, as well as shallow permafrost (Startsev et al. 2017).

Trees in the forest areas were mostly larch (Larix gmelinii Rupr.) with occasional birch
(Betula pubescens Ehrh.), spruce (Picea obovata Ledeb.) and shrub alder (Duschekia
fruticose Rupr.). The ground vegetation was formed by dwarf shrubs (such as Ledum
palustre L., Vaccinium vitis-idaea L., Vaccinium uliginosum L.), mosses (Pleurozium
schreberi (Brid.), Aulacomnium palustre (Hedw.) Schwaegr.) with some lichens (Cladina
spp. and Cetraria spp.).

The study areas in Siberia formed a fire chronosequence that followed the same
hierarchical sampling method as described previously with three different aged forest fire
areas consisting of three sampling lines each (n=9) and adjacent lines in forest areas with no
fire in the last 100 years. The chosen forest areas had burned 1, 23 and 56 years before
sampling. The fire areas in this thesis are hereafter referred to FIRE:, FIRE23, FIREss and
FIRE1q for uniformity. The same stand, vegetation and soil characteristics were measured
from the plots as in Canada and the soil sampling also followed the same methods. The
following stand characteristics were measured from the sample plots: ground vegetation
biomass, coverage, species composition, and living and dead tree biomass, including tree
species composition.

Russia

Study area location

% FIRE,
X FIRE,

12

ar—eer—messsssssm ~ Kilometers

* Location of the study areas

Figure 4: Locations of sampled fire areas (Study VI) along Nizhnyaya Tunguska and
Kochechum Rivers, northern Central Siberian Plateau in Russia (modified based on Késter
et al. 2018).
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3.2 Soil characteristics

Soil pH and electrical conductivity were measured from a soil-water solution (1:2.5 soil to
ultrapure water ratio) with glass electrode (Standard pH meter, Radiometer Analytical, Lyon
France) and electric conductivity meter (JENWAY 4010 Conductivity, TER Calibration,
Wigan, UK). Soil dry weights were determined by drying the samples at 105 °C. Soil organic
content was further analysed at the loss on ignition test at 550°C for 3 h in a furnace. Also
soil C and N contents were measured from sieved (2 mm) and ground (mechanic ball grinder)
soil samples with an Elementar analyser (Variomax CN elemental analyser, Elementar
Analysensysteme, Germany). In addition, soil particle sizes were determined from sieved and
dried samples with laser diffraction (LS 230, Beckman Coulter, USA).

3.3 Soil organic matter fractionation

There are several methods, both physical and chemical for extraction of different SOM
fractions. Physical fractionation is based on the density analyses and particle size, whereas
chemical fractionation separates different SOM fractions based on their solubility to solvents
(von Litzow et al. 2008). In study | we used a chemical fractionation method by Berg and
Ekbohm (1991) and Karhu et al. (2010) by extracting SOM to water, ethanol and sulphuric
acid. Soil samples (from depths 5, 30 and 50 cm) were air dried at 40°C and sieved through
a 2 mm sieve. The water and ethanol soil solutions were sonicated in an ultrasonic bath for
90 min and filtered through glass crucibles and dried at 105°C to constant weight and the
water/ethanol soluble fraction was detected as mass loss in the sample. The sulphuric acid
soil solutions were also placed in the ultrasonic bath for 1h and then autoclaved at 125°C for
1h before drying and weighing. Mineral soils were centrifuged instead of being filtered
through crucibles due to fine soil material.

3.4 Determination of Q1o

Soil temperature sensitivity was determined with laboratory incubation of soil samples
collected from 5, 10 and 30 cm depths. The aim (Study Il) was to compare the differences of
the two youngest fire areas with the oldest. The incubation was performed in a climatic
chamber (WEISS WK11 340, Weiss Klimatechnik, Germany) at 1, 9, 19 and 19°C, for 24h
at each temperature following the method of Riikonen et al. (2017). Before incubation, visible
roots were removed from the soil samples and around 25 ml of sample was inserted in a 100
ml glass bottle capped with a rubber stopper. Empty bottles were used as blanks. Before
closing, the bottles were flushed with technical air (Technical air 320020, AGA, Finland).
The flushing was performed after every change of temperature. Samples were collected
through the rubber stopper with a 60 ml syringe (BD Plastipak 60, BOC Ohmeda,
Helsingborg, Sweden) and inserted into 12 ml vials (Soda glass Labco Exetainer®, Labco
limited, UK). Sample CO; concentrations were analysed with a gas chromatographer
(Agilent Gas Chromatograph 7890A Agilent Technologies, USA). R, was expressed as
HgCO; per gram of soil C. Q1o was acquired from a fitting made to the soil respiration data
with Python (Python Software Foundation, version 2.7).
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T_Tref

Rh = RreleO 10 (1)

where Ry is the measured heterotrophic respiration rate (ugCO, g C1h?) at different
temperatures T (°C), and Ryef is the reference respiration at the reference temperature Trer.

3.5 Measuring greenhouse gas fluxes

Both Studies Il and IV focused on GHG fluxes from the soil after a forest fire and hence
very similar measurements were performed. For the GHG measurements of Studies Il and
1V, 18 metal collars were inserted into each forest chronosequence. The gases were measured
from these with a cylindrical, aluminium foil covered chamber equipped with a small fan to
circulate the air. In Study I11 the CO; flux was measured with non-dispersive infrared probe
(GMP343, Vaisala, Helsinki, Finland) at 5 s intervals for 4 min. The chamber was placed in
position for 5 min, but the first 30 s were excluded from the measurements due to possible
disruptions caused by the setting up of the chamber. The CH. and N»O fluxes were measured
from the same chamber by taking sample from the chamber headspace with a syringe at 0
min (at chamber placement) and after 1, 5, 10 and 20 min. Soil temperature (with temperature
probe P300W, Dostmann Electronic GmbH, Germany) and moisture (with soil moisture
sensors: Thetaprobe ML2x and ML3, Delta-T Devices Ltd, Cambridge, UK connected to
HH2 moisture meter, Delta-T Devices Ltd., Cambridge, UK) were also measured from 0.1
m depth during the chamber measurement.

In Study IV the CO and CH, fluxes were measured from samples taken with a syringe
from the chamber headspace. The first gas sample was taken before placing the chamber (at
0 min) and the following samples were taken at 1, 5, 10 and 20 min after the placement of
chamber and inserted into glass vials. In both studies the gas samples were later analysed
with a gas chromatograph (Study 111: Agulent 7890A, Agilent Technologies, USA) and Study
IV (Agilent 6890 N, Agilent Technologies Inc., USA). A six-point standard curve was used
to analyse the samples (Pihlatie et al., 2013).

3.6 Statistical methods (Studies I, I, 111, 1V)

A linear mixed model (LMM) was used in all studies. LMM is a statistical model including
both fixed and random effects often used for data sets that might have nonindependence in
the data. The analyses were performed either with R (R version 3.3.2) (Studies I, Il and 1V)
or SPSS (Study I1) (SPSS Statistics 24.0 IBM Corporation, Armonk, New York, USA). The
SOM fractions, heterotrophic soil respirations and temperature sensitivities were compared
with the LMM between years of fire (or soil depths) with multiple comparison
(Bonferroni/Tukeys) using the sampling line as a random factor to account for possible
dependency of sampling areas on each other. All data was checked for normality with the
Shapiro-Wilk test. The GHG gas fluxes (Studies Il and V) between fire areas were
compared with ANOVA followed by Tukey’s honestly significant difference test.

LMM was also used in the studies to compare explanatory factors to find the best
describing model. This was done by using Akaike’s information criteria (Akaike, 2011), AIC
value with dropl function (Chambers and Hastie, 1992) in R (“Ime4” package (Bates et al.,
2015). The dependent factor was, depending on the study, either SOM fraction, Qio, Rrer OF
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GHG. These were explained by fixed factors, such as time since fire, active layer depth,
biomass, pH etc.

4 RESULTS

Studies from both Canada and Russia have shown that forest fire increases the active layer
depth and the recovery of the permafrost to its original state takes several decades. The
thickest active layers were observed in the areas with most recent fire occurrences and the
shallowest in the areas with no fire in the last 100 years (Table 1). In both Canadian and
Siberian fire chronosequences, the organic layer thickness was reduced in the youngest fire
areas compared with the older areas (Fig.5). Consequently, also the soil temperatures
followed the same trend, with highest soil temperatures measured in the most recent fire areas
and lowest temperatures in the oldest areas. This same trend was also followed by the
measured soil moisture, with soil moisture increasing with time since fire. In Study IlI, the
pH was found to be lowest in the most recent fire areas, but in Study IV there were no clear
differences. Both studies, however, showed that vegetation cover was dependent on the time
since fire, as could be expected.



24

Table 1: Mean soil pH, active layer thickness (m), soil temperature (C) and soil moisture at
10 cm depth from all measurement areas.

Area

Canada
FIRE3

FIRE2s

FIREu4s

FIREz100

Siberia

FIRE1

FIRE23

FIREss

FIRE100

Depth
(cm)

5
30
50

30
50

30
50

30
50

30
50

30
50

30
50

30
50

4.5
5.2

4.8
5.3

6.6
7.0

4.7
5.6

5.8
6.3

5.7
6.5

51
6.1

55

Active layer
thickness

(m)

1.01

0.88

0.49

0.28

1.01

0.88

0.49

0.28

Soil
temperature
(°C)

Soil moisture (%) at 10
cm depth

37.2

40.3

49.1

54.9

23.6

36.1

30.4

40.1
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Figure 5: Soil organic layer depths (cm) in the fire chronosequences in the measurement
areas in Canada and Siberia. The error bars represent the standard errors.
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4.1 Soil organic matter chemical fractions and soil isotopic composition

The different soil depths showed differing distribution of SOM (Study 1) with fractions at 5
cm depth having much larger soluble fraction sizes (65 %) compared with the insoluble
fraction (35 %) (Fig. 6). At the 30 cm and 50 cm depth the soluble fractions together only
totaled 16-18 % of SOM, while the insoluble fraction totaled to 82-84 %. The most noticeable
changes in the fractions with time since fire were observed in the water- and ethanol soluble
fractions at the 5 cm depth. However, at the 30 and 50 cm depths, the effects of fire were not
nearly as clear.

In the water-soluble fraction sizes (at 5 cm depth) the FIRE; and FIRE1q area did not
differ from each other, but both FIRE2s and FIRE4s had significantly higher water-soluble
fractions (P<0.05) than FIRE3. In the ethanol soluble fractions, both FIRE; and FIRE2s had
smaller fraction sizes than FIREs and FIREig (P<0.001). There were no significant
differences between the acid- and insoluble fractions. At the 30 cm depth, the main
differences were that FIRE 10 had a higher fraction of ethanol soluble material than FIRE3;
and FIRE2s (P<0.05) and both FIREs; and FIREi had larger acid soluble fractions than
FIRE2s and FIRE4s (P<0.001). In addition, FIRE2s had a higher insoluble fraction than any
other area. Finally, at the 50 cm depth (permafrost depth for FIREs and FIRE1q0) the only
notable difference was FIRE4s having a higher fraction of ethanol soluble material than any
other area.

Also, the bulk soil isotopic compositions (5 N and & *3C) showed some age-related
differences (Fig. 7 and Fig. 8). The 5'°N-values in the FIRE; area were enriched compared
with FIRE 100 (P<0.05) at 5 cm soil depth and the same trend was observed at the 30 cm depth
(P=0.06). At the 50 cm soil depth, there were no significant differences as was also the case
between soil depths within each age class. The & 1*C-values showed a similar pattern to & °N
with FIRE; and FIREs being enriched compared with FIRE1q0 and FIRE4s in the 5 cm soil
depth (P<0.05). This was not the case at the deeper soil depths, where in general there were
no significant differences. Yet, there was a depthwise enrichment with the 5 cm soil depth
being more depleted of 3C than the 30 and 50 cm depths (P<0.001).

The LMM revealed that the changes in the size of the insoluble SOM fraction were best
described (at 5 cm soil depth) by active layer depth and biomass. These explained 22% of the
variation. For 30 cm soil depth the best predictors were biomass and the C:N ratio, explaining
85%, while at 50 cm depth the best explanatory factor was the C:N ratio, which explained
10%. The changes in microbial biomass C were best described by the size of the insoluble
SOM fraction at the 5and 30 cm depths, explaining 27 and 97% of the variation, respectively.
At 50 cm depth, none of the models were significant, thus failing to explain variations in
microbial C.

Sensitivity analyses conducted on the best models for insoluble SOM showed that a 10%
change in active layer depth or biomass resulted in a 1.5-2.0% change in the SOM fraction
size (5 cm soil depth). For the 30 cm soil depth changing the factors in the best model
(biomass and C:N ratio) lead to a 0.1-0.6% change in the size of the insoluble SOM fraction.
Both aforementioned models were slightly more sensitive to changes in biomass. A 10%
change in the C:N ratio at 50 cm soil depth caused a 1.2% change in insoluble SOM.
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Figure 6: Chemical fractions of SOM from the 5, 30 and 50 sampling depths, presented as
percentage of total SOM (Study I). The error bars show standard errors of mean (Aaltonen et

al., 2019a).
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area (Study I). The letters denote significant differences between age classes and error bars
represent standard errors (Aaltonen et al., 2019a).

4.2 Temperature sensitivity of soil heterotrophic respiration and microbial efficiency

The Qio values (Study I1) showed differences both in time since fire and soil depth (Fig. 9).
In area FIREs, Q1o was higher at all three soil depths than in area FIREi0. While both the
FIRE2s and FIRE 100 areas demonstrated decreasing Q1o with depth, FIRE3 showed a different
kind of trend which all the three depths had similar Q1. In area FIRE 100 the 30 cm depth was
at permafrost depth, thus indicating also the temperature sensitivity of permafrost SOM. Fire
seemed to have no significant effect on the heterotrophic respiration rates between fire ages.
However, in all fire areas, the heterotrophic soil respiration decreased with depth.

Based on the LMM the Qi values were best described by soil depth and ground
vegetation biomass, which together explained 43% of the variation in Qio. The Q1o values
decreased with increasing soil depth and ground vegetation biomass. R, on the other hand,
was best explained (54%) by microbial biomass C, soil depth and the active layer depth. The
microbial biomass C increased with increasing Rrer, while Rrer decreased with increasing soil
and active layer depths.
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Fire increased the qCO; in (Fig. 10) area FIREs compared with older fire areas. The
difference was found to be significant in the 5 cm soil samples in all incubation temperatures
except 13°C, while at 10 cm depth the differences were significant at all temperatures.
Furthermore, at 30 cm depth the qCO; of area FIRE; was significantly higher at 1 and 7°C,
but not at 13 and 19°C. In addition, there were no differences between areas FIRE2s and
FIRE10o in any temperatures or sampling depths.
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Figure 9: Mean (xSE) soil temperature sensitivities (Q10) of samples from 5, 10 and 30 cm
depths. Within a given group (between fire areas), bars with the same uppercase letter at their
top do not differ statistically (Study II). If no letters are given, no significant differences were
detected (Aaltonen et al., 2019b).
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4.3 Greenhouse gas fluxes in Canadian fire chronosequence

In the Canadian study areas (Study I11), the CO, fluxes from the soil were decreased after fire
with FIREz having significantly lower fluxes than the rest of the fire areas (Fig. 11). The flux
increased later, so that FIRE2s and FIRE4s had higher flux rates than FIRE10. These would
indicate that the CO, emissions reach the original levels within 50 years after fire. Based on
the LMM the variation in CO. emissions was mainly caused by time since fire, which
explained 50 % of the variation.

All fire areas were sinks for CH4 and showed a slight increase in uptake after fire, but the
only distinct difference was observed in area FIREs where the uptake was significantly
greater than in other areas. The CH, fluxes were best predicted by the time since the last fire,
the active layer depth and the tree biomass, explaining 33% of the variation. Furthermore, all
the fire areas were sources of N,O and a trend of decreasing efflux was observed after the
fire. However, the decrease was statistically significant only in FIRE2s. The variation in N,O
was best expressed by the soil temperature, active layer depth and interaction between these
two factors. They explained 30 % of the variation.
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Figure 11: Averages of soil carbon dioxide fluxes of the Canadian fire chronosequence in
Study Ill. Error bars represent standard errors, with letters indicating statistical differences
(modified based on Kdster et al. 2017).
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4.4 Greenhouse gas fluxes in Siberian fire chronosequence

The measured CO; fluxes showed (Study 1V), that all fire areas were sources of CO,, but the
emissions were reduced significantly after fire such that the FIRE; area had lowest and the
FIREss area highest emissions (Fig. 12). The CO, flux rates again increased after initial
reduce. Therefore, it appeared that the CO, fluxes return to the original levels within
approximately 50 years post-fire. The LMM showed that the CO, fluxes were best predicted
by the pH of the top 5 cm of soil and the biomasses of birch, alder and vascular plant ground
vegetation. This model explained 62 % of the changes in CO; fluxes. The effect of time since
fire was tested separately and it explained 13 % of the variation.

In contrast to CO;, all areas were found to be sinks of CHa. On average area FIRE; was
the largest CH, sink, while FIREss was the lowest. These differences were not significant.
Also, time since fire had no significant effect on the CH, fluxes, explaining a mere 0.6% of
the variation in the CH, flux. Further analysis showed that CH. was best predicted by the pH
of the mineral soil and the ground vegetation biomass of vascular plants, which together
explained 23% of the variation. However, this model was not significant.
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Figure 12: Averages of soil carbon dioxide fluxes of the Siberian fire chronosequence in Study
IV. Error bars represent standard errors, with letters indicating statistical differences (modified
from Koster et al. 2018).
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5 DISCUSSION

The number of studies concerning wildfires and permafrost soils is increasing, as the topic is
gaining more interest among the scientific community. Several separate studies have
emerged in the recent couple years showing the timeliness of the topic in a changing climate
(e.g. Ludwig et al. 2018; Potter and Hugny 2018). In this thesis, the effects fire on SOM
quality were studied comprehensively with laboratory- and field measurements. The novelty
of the thesis lies in the combination of methods that provide a comprehensive picture of long-
term C dynamics through a forest fire chronosequence study. The decadal effects of forest
fires, especially on permafrost soils, on SOM quality and GHG fluxes are still not well
known, even though their importance in the global climate change scenario.

Forest fires have been observed to increase the active layer depth and reduce the organic
layer thickness (Jafarov et al. 2013; Swanson 1996; Tas et al. 2014), as was also seen in the
studies in this thesis. When fire frequency increases, the ability of forests to store C and the
degree of permafrost recovery decrease (Hoy et al. 2016). Furthermore, survival and recovery
of permafrost after fire are not only dependent on fire interval and intensity, but also the soil
type and terrain (Jafarov et al. 2013; Swanson 1996). The permafrost of upland mineral soils
with thin organic layers has been found to be vulnerable to forest fire more than the lowland
soils with thicker organic layers (Jafarov et al. 2013). The permafrost thaw in the upland
mineral soils studied in this thesis is a consequence of stand-replacing, severe fire that
decreased the organic layer thickness, thus weakening the insulation of underlying soil.

The overall effects of forest fires on soils seemed to be limited to the soil surface. This
was consistent with other studies stating that the direct heat from fire rarely reaches below
10 cm into the soil (Campbell et al. 1995; DeBano 2000), which may be the reason most of
the changes observed in both studies | and 11 were in soil surface. Changes in SOM fractions,
soil isotopic composition and temperature sensitivity of SOM were most apparent in the soil
surface in the Canadian fire chronosequence. Fire both decreased the proportional amount of
the labile fraction and increased SOM temperature sensitivity. Both of these reverted towards
the assumed original stage with succession. The higher Q1o values of the youngest fire area
were supported by the decreased proportional fraction of labile SOM at the 5 cm sampling
depth.

One of the post-fire factors affecting the soil GHG fluxes is the ratio in which material is
turned to recalcitrant and contrastingly how much easily decomposable material is released
to forest floor from partly burned vegetation. In Study I, fire decreased the quality of SOM
at soil surface: the proportional sizes of the most soluble fractions at 5 cm soil depth were
smaller after fire, but there were no similar changes in the two deeper soil layers. For the
water- soluble fraction the middle-aged areas had relatively higher water-soluble fractions,
while areas FIRE3 and FIRE1qo did not differ significantly from each other. This might be
related to succession dynamics: in both recently burned and old forest, there are sources of
less decomposable material. In a recently burned forest there might be a high amount of
pyrogenic C (Gonzalez-Pérez et al. 2004; Wardle et al. 2008), while in older forest the
incoming litter might be less easy to decompose, such as from shrubs that decompose
relatively slowly (Nilsson and Wardle 2005). The presence of such species might be observed
in the sizes of the ethanol-soluble fraction (fats and waxes). The areas FIRE3; and FIRE s had
proportionally smaller ethanol-soluble fractions than two older areas. In older forests there
are shrubs and coniferous trees with significant amounts of waxes in their cuticles (Dickinson
and Pugh, 1974), which later end up as part of the SOM. The observed fractions might also
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be affected by pyrogenic C, some of which is possibly water-soluble (Norwood et al. 2013).
Pyrogenic C may also be transferred down the soil profile (Dai et al. 2005). Apart from fire
effects, the chemical fractionation also seemed to imply, that a large fraction of SOM in these
mineral soils, in the active layer and permafrost surface, is recalcitrant and enriched with
heavier isotopes.

Previous studies of permafrost SOM quality have found somewhat varying results, which
is not surprising as the permafrost region is a mosaic of peatlands, tundra and taiga, and also
the study methods have varied. Noticeable amounts of labile SOM have been reported in
deep permafrost of Siberian yedoma and thermokarst deposits (Strauss et al. 2015).
Permafrost soils of drained lake basins in Alaska were also observed to contain labile SOM
(Mueller et al. 2015). When the SOM pools are divided into fast (decay of days to weeks),
slow (decay of years to decades) and passive pools, the permafrost soils have been found to
contain less than 10% fast-cycling C (of the total C content), with the rest being slow-cycling
C (Knoblauch et al. 2013; Schadel et al. 2014). Furthermore, the study of De Baets et al.
(2016) revealed permafrost SOM to be similar to that of the SOM in the active layer and less
labile than SOM close to the soil surface. However, many of the permafrost related studies
are located in tundra (De Baets et al. 2016; Mueller et al. 2015; Strauss et al. 2015) or peatland
sites, with forest areas remaining less studied.

In Study | the LMM analysis revealed that the most resistant fraction size was best
explained by active layer depth and biomass (at 5 cm soil depth) and the biomass and C:N
ratio (30 cm soil depth). Biomass is lost in the fire and on the other hand gained with forest
succession, resulting in changes in incoming litter quality (Brassard and Chen 2006), thus
also affecting the quality of SOM. The C:N ratio is also linked to the SOM quality and
through it to the composition of biomass. The effects of active layer depth are also related to
biomass as it affects the rooting depth and rate of decomposition through soil temperature.
The biomass and C:N ratio had a negative effect on the size of the insoluble SOM fraction,
which seems natural. The model failed to significantly explain the variation at 50 cm soil
depth, perhaps because of the presence of permafrost or high soil water content.

Forest fires have been observed to change soil isotopic composition in several ways
(Boeckx et al. 2005; Cook 2000; Loader et al. 2003; Rumpel and Kdgel-Knabner 2011). In
Study | fire was observed to increase the §'°N values in the youngest fire area compared with
the oldest area, possibly caused by the loss of 1°N-depleted leaf and litter biomass during fire
(Hobbie et al. 2000; Sah and Ilvesniemi 2007) or due to increased leaching of NO3™ post-fire
(Pardo et al. 2002). While volatilization of lighter isotopes (Boeckx et al. 2005; Cook 2001)
and possible fire-affected changes in the N fixing fungal community may also play a part,
these effects would probably be secondary. In the youngest fire area, the soil profile was
throughout enriched with '°N, while the older fire areas showed depleted values in the
uppermost depth but enrichment in the two deeper sampling depths. Though these depth-
wise trends were not significant, they indicate a pattern where after a fire the soil surface
becomes enriched with >N but turns depleted with forest succession as the relatively depleted
litter again collects on the forest floor. In contrast, the deeper soil remains constantly enriched
due to SOM that has already been processed by microbes.

The observed effects of fire on soil $3C values are somewhat differing (Beuning and Scott
2002; Hyodo et al. 2013; Alexis et al. 2010). In Study | the 3C abundance was increased by
fire: the two most recently burned fire areas had less depleted values in the surface soil than
the two oldest fire areas. This could be related to different compounds in SOM having
differing **C/*2C ratios. If post-fire litter contains less cellulose (relatively enriched with *C
compared to lipids) than more depleted lipids, this could be seen in the **C/*2C ratios. In the
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case of lipids, it is then possible to draw a connection between the soil isotopic composition
and chemical fractions: the 3C depleted older fire areas also had proportionally larger
ethanol-soluble fractions. This fraction includes lipids, which as mentioned, are depleted
compared with cellulose. Some studies have also suggested that the SOC *3C is affected by
the fungal to bacteria ratio: fungi might prefer *C depleted substrates such as lignin, while
bacteria would prefer 13C enriched, leading to microbial biomass having the **C values of the
preferred substrate (Glaser and Amelung 2002; Kohl et al. 2015; Osono 2007). Fire indeed
decreased the fungal to bacterial ratio in the Canadian study areas (Zhou et al. 2018), perhaps
that way somewhat contributing to the enrichment of SOC with 3C after fire via a
proportional increase in the relatively *3C enriched bacterial biomass.

Typically, the § *C also varies along with the soil profile. In Study I, the enrichment with
13C increased with soil depth, as has been found by previous studies (Balesdent et al. 1993;
Bostrom et al. 2007; Briiggemann et al. 2011; Krull et al. 2002). This way, both the
enrichment of deeper soils with *C and the proportionally high recalcitrant SOM fractions
of deeper soil both indicate the presence of resistant SOM in these soil layers. The *C
enrichment of a soil profile with depth can be caused by several different factors, such as the
Suess effect (Ehleringer et al. 2000), microbial preference of substrates (Ehleringer et al.
2000; Kohl et al. 2015), microbial fractionation of isotopes or soil mixing (Ehleringer et al.
2000; Natelhoffer and Fry 1988).

Fresh and old SOM may mix in permafrost soils. The permafrost soils are prone to
cryoturbation, where the organic layer may become mixed into the underlying mineral soil
through freeze-thaw cycles (Capek et al. 2015). This way the soil at the permafrost surface
can also include pockets of easily degradable OM (Capek et al. 2015), while uplifted older
material can be found at the soil surface. On the other hand, the isotopic composition and
recalcitrance of SOM, and therefore Qio, might be affected by transport of
material/compounds from the soil surface. For example, some forms of pyrogenic
compounds can be leached (Norwood et al. 2013) and transported in water. Pyrogenic
compounds may move along the soil profile, as found in Siberian permafrost tundra forest
ecotone (Guggenberger et al. 2008). The permafrost soils in this area were found to be stores
of black C (Guggenberger et al. 2008). However, while the SOM fractionation in Study |
showed recalcitrant material in mineral subsoils (30 and 50 cm) to be the proportionally
highest fraction, this was not seen in the Q1o values of FIRE2s and FIRE1qo, though higher Q1o
values could be expected for such material based on the kinetic theory. One of the possible
explanations is that the low Q1o values were actually caused by aggregate protection (Gillabel
et al. 2010). In such cases the physical protection of SOM leads to lower temperature
sensitivity than expected.

The reduced quality of SOM post-fire at the soil surface, among other factors, became
apparent in the CO, fluxes from the forest floor. The Canadian and Siberian study areas
showed similar behavior in GHG fluxes after fire: the CO, emissions clearly decreased
shortly after fire, whereas CH, fluxes were changed only mildly and most areas were sinks,
rather than sources. In Canadian sites, the CO; fluxes were mostly affected by time since fire,
while in Siberia the flux was best explained by the pH of the top 5 cm of the soil, the biomass
of the alder and birch trees, and the biomass of vascular plants in the ground vegetation. The
differences in the explanatory factors arise at least from the following differences: The
Canadian study areas were mostly dominated by a single tree species (Black spruce), while
in Siberia the tree composition consisted of few species (but mainly larch). Also, in the
Canadian sites the pH (5 cm soil depth) of younger areas was either lower (FIRE3) or at the
same level (FIREzs) as in older fire areas. At the same time in Siberian areas both younger
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fire areas had higher pH than the two older areas. The time since fire affected the CO; flux
in both the Canadian and Siberian areas, but the effect of time seemed to be more pronounced
in Canada. It must also be noted that after the initial decrease in CO; fluxes, they increased
in the following decades, most likely due to the appearance of pioneer species and recovering
OM layer thickness.

Although the CO- flux from the soil column decreased shortly after fire, this was not quite
the case with the heterotrophic soil respiration. The heterotrophic soil respiration showed
some decrease, but was not significantly reduced. This could be attributed to qCO; values
being higher after fire, meaning that after fire the microbes respire relatively more of the C
they acquire. There are at least two underlying reasons for the higher qCO; after fire: the
pioneering microbial species might have higher respiration rates (Pietikdinen and Fritze
1995) or there are changes in the fungal to bacterial ratio in the soil. The fungal to bacterial
ratio has been found to decrease after fire (Zhou et al. 2018) and fungi in general respond
more strongly to fire than bacteria (Mataix-Solera et al. 2009). Fungi have lower qCO;
(Sakamoto and Oba 1994) and hence qCO- has been found to decrease with higher fungal to
bacterial ratio (Sakamoto and Oba 1994). A decreased fungal to bacteria ratio after fire has
also been reported in a study from the same study areas (Zhou et al., 2018) as used in this
thesis. qCO; is also dependent on the soil C:N ratio: soil microorganisms have been found to
respire more C per microbial biomass C if they are degrading substrate that has a poor N
content (Spohn 2015), which may well be the case in post-fire soils with pyrogenic material.

Several previous studies have reported increased CH. uptake in soils after fire (Burke et
al. 1997; Kim and Tanaka 2003; Morishita et al. 2015; Song et al. 2017; Sullivan et al. 2011,
Takakai et al. 2008). Consequently, the forest areas were slightly greater CHy sinks shortly
after fire in both Studies 11l and IV, but the differences were not significant. The slightly
increased CHs uptake after fire is probably linked to increased soil temperatures and
decreased soil moisture, as also noted by other studies (Burke et al. 1997; Kim and Tanaka
2003; Morishita et al. 2015; Song et al. 2017). This has been explained by increased
methanotroph activity in drier and warmer conditions of post-fire soils (Kim and Tanaka
2003; Morishita et al. 2015; Takakai et al. 2008). In Study Ill, time since fire, soil
temperature, active layer depth and tree biomass together explained 33% of the variation in
CH, uptake. The soil temperatures correlated positively with the CH, uptake of the soil, while
the increased uptake in the youngest fire area was also accompanied by the lower soil
moisture than the other areas. On the other hand, in Study IV (Siberia) the CH,4 flux did not
appear to be affected by any of the measured factors, as the best model was not significant.
This might be at least partly due to different vegetation and soil conditions in Canadian (silt
loam) and Russian (gravel with low to medium clay content) sites. The different soil types
would affect, for example, the soil water holding capacity and thermal conductivity.

Fire on permafrost soils may also increase soil CH, efflux due to increased soil
temperatures causing permafrost thaw leading to release of CH, from permafrost (Kim and
Tanaka 2003). The soil moisture conditions after fire are governed by permafrost thaw,
increased evaporation caused by the increased soil temperatures (Bond-Lamberty et al. 2009)
and on the other hand by reduced transpiration as the vegetation is at least partly burned. In
waterlogged permafrost soil, the thawing ice may further advance the anoxic conditions (Wei
et al. 2018). The fluxes might also be affected by the increased diffusion of gases caused by
the higher soil temperatures (Kim and Tanaka 2003), although this increase would be quite
small and possibly decreased if soil water content increases. However, in both studies 111 and
IV the soil moisture was reduced after fire compared with older areas.
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A study from boreal region in Alaska reported significant decreases in N,O fluxes from
soil post-fire (Kim and Tanaka 2003). Also the N2O fluxes measured in Study 111 showed
some, but not consistent decreases after fire. Moreover, almost all the measured factors
seemed to contribute to the prediction of N.O flux: soil temperature and moisture, active
layer depth and tree biomass. Time since fire did not have a significant effect. The N,O flux
has been shown to respond positively to increased temperatures (Kim and Tanaka, 2003;
Smith et al. 1998). Soil temperature, moisture and active layer depth together probably
affected the N,O flux rate by affecting the microbial activity, whereas tree biomass may affect
the microbial community. The small NO fluxes observed in the youngest fire area may then
be related to the soil moisture content: the decreased soil moisture content after fire might
limit the denitrification process. At the same time higher soil temperatures post-fire are
connected to decreased soil moisture (Kim and Tanaka, 2003) and the net effect of these is
dependent on the decreases in soil moisture, whether or not it will become the limiting factor
for microbial activity.

If N is released after fire and the soil moisture content is suitable for nitrification, the soil
N0 fluxes may increase short term as N»O is formed from NOs. For example, Gathany and
Burke (2011) stated that increases in N2O fluxes post-fire in Ponderosa pine forest were
diminished within five years. In some soils, the N,O fluxes have been observed to increase
after fire as a consequence of increased availability of mineral N from ash, increased pH and
less competition of N reserves as plants are killed (Karhu et al. 2015; Levine et al. 1988). On
the other hand, the flux could be limited by the presence of burned material on soil: biochar
has been observed to decrease N,O emissions due to its effects on soil quality and N
immobilization (Bai et al. 2015; He et al. 2017). Of the three measured GHGs fire had a
significant effect on CO; fluxes, but only tendential impact on CH, and N,O. The boreal
forest soils have reasonably low CH4 and N,O fluxes to begin with (Pihlatie et al. 2007;
Savage et al. 1997), although permafrost adds its own aspect to boreal soil of the permafrost
region. Still, our results indicate that subarctic forest on upland mineral soils will not be
sources of N>O and CHjs after fire, but might rather slightly increase their sink ability.

Forest fires increase the active layer depth, leading to permafrost thaw and reduced SOM
quality at the soil surface. Consequently, decreased SOM quality and the effects of fire on
soil microbes and vegetation bring about at least initial decreases in CO; fluxes from soil
column post-fire. So far, the changes caused by the fire have reverted to pre-fire stages with
forest succession, allowing the permafrost depth to reach its original levels and protect the
SOM from further decomposition. However, the warming climate and increased fire
frequency may change this. The contribution of previously frozen SOM to GHG fluxes has
also been observed to depend much on the oxic/anoxic soil conditions (Estop-Aragonés et al.
2018). Therefore, oxic forest soils would produce more CO- from thawing permafrost SOM
compared with anoxic wetland or peatlands.
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6 CONCLUSIONS

Forest fires significantly affect the C cycle of northern boreal forests in permafrost regions.
Fires decrease the CO, flux for decades due to loss and decreased quality of SOM and
changes to microbial community. The elevated temperatures in the soil profile following fire
and the increased active layer depth following permafrost thaw enhance the decomposition
of OM stored in the soil. However, while permafrost thaw was apparent after fire, the
permafrost stored SOM did not appear to be especially labile or temperature sensitive. These
lead to a conclusion that the CO, emissions from upland mineral soils underlain by
permafrost are limited after fire due to decreased quality of SOM after fire and the limited
decomposability of permafrost SOM. As significant amounts of C are released during fire,
the balance between these different factors accounts for the net CO, emissions from the soil.
Nevertheless, the phenomena linked to wildfires and permafrost soil interactions are
complicated and cause partly opposite results. Fire had only a tendential effect on the CH4
and N2O fluxes. Although the CO, fluxes from burned permafrost soils have received
attention among the scientific community, studies focusing on N,O and CH. are less
abundant, despite the greater global warming potential of these gases (Lashof and Ahuja,
1990). The effects of fire are dependent also on the frequency of fire events in the future and
the ability of forests to regenerate in the changing climate. Moreover, the subarctic and arctic
permafrost region is a mosaic of tundra, peatlands and taiga forests, which cannot be fitted
into the same mold. Thus, there is a demand for further studies investigating the specifics of
these ecosystems and building a complete picture of these pieces to estimate total emissions
from permafrost regions



40

REFERENCES

Aaltonen, H., Koster, K., Koster, E., Berninger, F., Zhou, X., Karhu, K., Biasi, C.,
Bruckman, V., Palviainen, M., Pumpanen, J., (2019a). Forest fires in Canadian
permafrost region: the combined effects of fire and permafrost dynamics on soil
organic matter quality. Biogeochemistry 143, 257-274.
https://doi.org/10.1007/s10533-019-00560-x

Aaltonen, H., Palviainen, M., Zhou, X., Késter, E., Berninger, F., Pumpanen, J., Koster, K.,
(2019b). Temperature sensitivity of soil organic matter decomposition after forest fire
in Canadian permafrost region. Journal of Environmental Management 241, 637—644.
https://doi.org/10.1016/j.jenvman.2019.02.130

Abbott, B.W., Jones, J.B., Schuur, E.A.G., Chapin Ill, F.S., Bowden, W.B., Bret-Harte,
M.S., Epstein, H.E., Flannigan, M.D., Harms, T.K., Hollingsworth, T.N., Mack,
M.C., McGuire, A.D., Natali, S.M., Rocha, A. V, Tank, S.E., Turetsky, M.R., Vonk,
J.E., Wickland, K.P., Aiken, G.R., Alexander, H.D., Amon, R.M.W., Benscoter,
B.W., Bergeron, Y., Bishop, K., Blarquez, O., Ben Bond-Lamberty, Breen, A.L.,
Buffam, 1., Cai, Y., Carcaillet, C., Carey, S.K., Chen, J.M., Chen, H.Y .H.,
Christensen, T.R., Cooper, L.W., Cornelissen, J.H.C., de Groot, W.J., DeLuca, T.H.,
Dorrepaal, E., Fetcher, N., Finlay, J.C., Forbes, B.C., French, N.H.F., Gauthier, S.,
Girardin, M.P., Goetz, S.J., Goldammer, J.G., Gough, L., Grogan, P., Guo, L.,
Higuera, P.E., Hinzman, L., Hu, F.S., Hugelius, G., Jafarov, E.E., Jandt, R.,
Johnstone, J.F., Jan Karlsson, Kasischke, E.S., Kattner, G., Kelly, R., Keuper, F.,
Kling, G.W., Kortelainen, P., Kouki, J., Kuhry, P., Laudon, H., Laurion, .,
Macdonald, R.W., Mann, P.J., Martikainen, P.J., McClelland, J.W., Molau, U.,
Oberbauer, S.F., Olefeldt, D., Paré, D., Parisien, M.-A., Payette, S., Peng, C.,
Pokrovsky, O.S., Rastetter, E.B., Raymond, P.A., Raynolds, M.K., Rein, G.,
Reynolds, J.F., Robards, M., Rogers, B.M., Schadel, C., Schaefer, K., Schmidt, .K.,
Shvidenko, A., Sky, J., Spencer, R.G.M., Starr, G., Striegl, R.G., Teisserenc, R.,
Tranvik, L.J., Virtanen, T., Welker, J.M., Zimov, S., (2016). Biomass offsets little or
none of permafrost carbon release from soils, streams, and wildfire: an expert
assessment. Environmental Research Letters 11, 034014.
https://doi.org/10.1088/1748-9326/11/3/034014

Akaike, H., (2011). Information Theory and an Extension of the Maximum Likelihood
Principle, in: Selected Papers of Hirotogu Akaike. Springer, New York, NY, pp. 610-
624. https://doi.org/10.1007/978-1-4612-0919-5 38

Alexis, M.A., Rumpel, C., Knicker, H., Leifeld, J., Rasse, D., Péchot, N., Bardoux, G.,
Mariotti, A., (2010). Thermal alteration of organic matter during a shrubland fire: A
field study. Organic Geochemistry 41(7): 690-697.
https://doi.org/10.1016/J.ORGGEOCHEM.2010.03.003

Anderson, T.H., Domsch, K.H., (1993). The metabolic quotient for CO2(qC0O2) as a
specific activity parameter to assess the effects of environmental conditions, such as
ph, on the microbial biomass of forest soils. Soil Biology and Biochemistry 25(3):
393-395. https://doi.org/10.1016/0038-0717(93)90140-7

Bai, S.H., Reverchon, F., Xu, C.-Y., Xu, Z., Blumfield, T.J., Zhao, H., Van Zwieten, L.,
Wallace, H.M., (2015). Wood biochar increases nitrogen retention in field settings
mainly through abiotic processes. Soil Biology and Biochemistry 90: 232-240.
https://doi.org/10.1016/J.SOILBI0.2015.08.007



41

Balesdent, J., Girardin, C., Mariotti, A., (1993). Site-Related ‘C of Tree Leaves and Soil
Organic Matter in a Temperate Forest. Ecology 74(6): 1713-1721.
https://doi.org/10.2307/1939930

Balesdent, J., Mariotti, A., Boisgontier, D., (1990). Effect of tillage on soil organic carbon
mineralization estimated from 13C abundance in maize fields. Journal of Soil Science
41(4): 587-596. https://doi.org/10.1111/j.1365-2389.1990.tb00228.x

Bates, D., Machler, M., Bolker, B., Walker, S., (2015). Fitting Linear Mixed-Effects
Models Using Ime4. Journal of Statistical Software 67, 1-48.
https://doi.org/10.18637/jss.v067.i01

Berg., B., McClaugherty., C., (2008). Plant Litter Decomposition, Humus Formation,
Carbon Sequestration. Second Edition [WWW Document]. Berlin, DE.© Springer-
Verlag Berlin Heidelberg. URL
https://books.google.fi/books/about/Plant_Litter.htmI?id=tPAVAgAAQBAJ&redir_e
sc=y (accessed 12.12.18).

Berg, B., Ekbohm, G., (1991). Litter mass-loss rates patterns in some needle and leaf litter
types. Long-term decomposition in a Scots pine forest. VII. Canadian Journal of
Botany 69(7): 1449-1456. https://doi.org/10.1139/b91-187

Berg, B., Hannus, K., Popoff, T., Theander, O., (1982). Changes in organic chemical
components of needle litter during decomposition. Long-term decomposition in a
Scots pine forest. I. Canadian Journal of Botany 60(8): 1310-1319.
https://doi.org/10.1139/b82-167

Berg, B., Mcclaugherty, C., (2014). Plant Litter, Third edit. ed. Springer, Berlin,
Heidelberg. https://doi.org/10.1007/978-3-642-38821-7

Beuning, K.R.., Scott, J.E., (2002). Effects of charring on the carbon isotopic composition
of grass (Poaceae) epidermis. Palaeogeography, Palaeoclimatology, Palaeoecology
177(1-2):169-181. https://doi.org/10.1016/S0031-0182(01)00358-3

Blume, E., Bischoff, M., Reichert, J.M., Moorman, T., Konopka, A., Turco, R.F., (2002).
Surface and subsurface microbial biomass, community structure and metabolic
activity as a function of soil depth and season. Applied Soil Ecology 20(3): 171-181.
https://doi.org/10.1016/S0929-1393(02)00025-2

Boeckx, P., Paulino, L., Oyarzin, C., van Cleemput, O., Godoy, R., (2005). Soil 6*°*N
patterns in old-growth forests of southern Chile as integrator for N-cycling. Isotopes

in Environmental and Health Studies 41(3): 249-259.
https://doi.org/10.1080/10256010500230171

Bond-Lamberty, B., Peckham, S.D., Gower, S.T., Ewers, B.E., (2009). Effects of fire on
regional evapotranspiration in the central Canadian boreal forest. Global Change

Biology 15(5): 1242-1254. https://doi.org/10.1111/j.1365-2486.2008.01776.x

Bostrém, B., Comstedt, D., Ekblad, A., (2007). Isotope fractionation and 13C enrichment in
soil profiles during the decomposition of soil organic matter. Oecologia 153(1): 89—
98. https://doi.org/10.1007/s00442-007-0700-8

Bot, A. and, Benites, J., (2005). The importance of soil organic matter: Key to drought-
resistant soil an d sustained food production, Rome: FAO soils bulletin 80.

Brassard, B. W., Chen, H. Y. (2006). Stand structural dynamics of North American boreal
forests. Critical reviews in plant sciences, 25(2): 115-137.
https://doi.org/10.1080/07352680500348857

Bret-Harte M., Mack, M., Shaver, G., Huebner, D., Johnston, M., Mojica, C., Pizano C.,
Reiskind J. (2013). The response of Arctic vegetation and soils following an unusually



42

severe tundra fire 368 Philosophical Transactions of Royal Society B.
http://doi.org/10.1098/rsth.2012.0490

Brown, D., Jorgenson., M.T., Douglas, T., Ruess, R., (2015). Interactions of Fire and
Climate Exacerbate Permafrost Degradation in Alaskan lowland Forests. Journal of
Geophysical Research: Biogeosciences 120(8): 1619-1637.
https://doi.org/10.1002/2015JG003033.Received

Briiggemann, N., Gessler, A., Kayler, Z., Keel, S.G., Badeck, F., Barthel, M., Boeckx, P.,
Buchmann, N., Brugnoli, E., Esperschiitz, J., Gavrichkova, O., Ghashghaie, J.,
Gomez-Casanovas, N., Keitel, C., Knohl, A., Kuptz, D., Palacio, S., Salmon, Y.,
Uchida, Y., Bahn, M., (2011). Carbon allocation and carbon isotope fluxes in the
plant-soil-atmosphere continuum: A review. Biogeosciences 8(11):3457-3489.
https://doi.org/10.5194/bg-8-3457-2011

Burke, R.A., Zepp, R.G., Tarr, M.A., Miller, W.L., Stocks, B.J., (1997). Effect of fire on
soil-atmosphere exchange of methane and carbon dioxide in Canadian boreal forest
sites. Journal of Geophysical Research: Atmospheres 102: 29289-29300.
https://doi.org/10.1029/97jd01331

Campbell G. S., Jungbauer, J. D. JR. Bristov, K. L., H.R.D., (1995). Soil temperature and
water content beneath a surface fire. Soil Science 159(6):363-374.
https://doi.org/10.1097/00010694-199506000-00001

Certini, G., (2005). Effects of fire on properties of forest soils: a review. Oecologia 143(1):
1-10. https://doi.org/10.1007/s00442-004-1788-8

Chambers, J.M., Hastie, T., (1992). Statistical models in S, Wadsworth & Brooks/Cole
computer science series. Wadsworth & Brooks/Cole Advanced Books & Software.

Christensen, T.R., Johansson, T., Akerman, H.J., Mastepanov, M., Malmer, N., Friborg, T.,
Crill, P., Svensson, B.H., (2004). Thawing sub-arctic permafrost: Effects on
vegetation and methane emissions. Geophysical Research Letters 31, L04501.
https://doi.org/10.1029/2003GL018680

Czimczik, C. 1., Trumbore, S. E., Carbone, M. S., & Winston, G. C. (2006). Changing
sources of soil respiration with time since fire in a boreal forest. Global Change
Biology, 12(6): 957-971. https://doi.org/10.1111/].1365-2486.2006.01107.x

Conant, R.T., Steinweg, J.M., Haddix, M.L., Paul, E.A., Plante, A.F., Six, J., (2008).
Experimental warming shows that decomposition temperature sensitivity increases
with soil organic matter recalcitrance. Ecology 89(9): 2384-2391.
https://doi.org/10.1890/08-0137.1

Cook, G.D., (2001). Effects of frequent fires and grazing on stable nitrogen isotope ratios
of vegetation in northern Australia. Austral Ecology 26(6): 630-636.
https://doi.org/10.1046/j.1442-9993.2001.01150.x

Cotrufo, M.F., Soong, J.L., Horton, A.J., Campbell, E.E., Haddix, M.L., Wall, D.H.,
Parton, W.J., (2015). Formation of soil organic matter via biochemical and physical
pathways of litter mass loss. Nature Geoscience 8(10): 776-779.
https://doi.org/10.1038/nge02520

Dai, X., Boutton, T.W., Glaser, B., Ansley, R.J., Zech, W., (2005). Black carbon in a
temperate mixed-grass savanna. Soil Biology and Biochemistry 37(10):1879-1881.
https://doi.org/10.1016/j.soilbio.2005.02.021

Davidson, E.A., Janssens, I.A., (2006). Temperature sensitivity of soil carbon
decomposition and feedbacks to climate change. Nature 440(7081): 165-173.
https://doi.org/10.1038/nature04514



43

Davidson, E.A., Janssens, I.A., Lou, Y., (2006). On the variability of respiration in
terrestrial ecosystems: Moving beyond Q1o. Global Change Biology 12(2): 154-164.
https://doi.org/10.1111/j.1365-2486.2005.01065.x

De Baets, S., Van de Weg, M.J., Lewis, R., Steinberg, N., Meersmans, J., Quine, T.A.,
Shaver, G.R., Hartley, I.P., (2016). Investigating the controls on soil organic matter
decomposition in tussock tundra soil and permafrost after fire. Soil Biology and
Biochemistry 99: 108-116. https://doi.org/10.1016/j.s0ilbi0.2016.04.020

DeBano, L., (2000). The role of fire and soil heating on water repellency in wildland
environments: a review. Journal of Hydrology 231-232: 195-206.
https://doi.org/10.1016/S0022-1694(00)00194-3

Dickinson, C.H., Pugh, G. (Eds). (1974). Biology of Plant Litter Decomposition V2.
London and New York, Academic Press Inc. p. 743

Diochon, A., Kellman, L., (2008). Natural abundance measurements of **C indicate
increased deep soil carbon mineralization after forest disturbance. Geophysical
Research Letters 35, L14402. https://doi.org/10.1029/2008GL034795

Dooley, S.R., Treseder, K.K., (2012). The effect of fire on microbial biomass: a meta-
analysis of field studies. Biogeochemistry 109(1-3): 49-61.
https://doi.org/10.1007/s10533-011-9633-8

Ehleringer, J.R., Buchmann, N., Flanagan, L.B., (2000). Carbon isotope ratios in
belowground carbon cycle processes. Ecological Applications 10(2): 412-422.
https://doi.org/10.1890/1051-0761(2000)010[0412:CIRIBC]2.0.CO;2

Environment Canada, (2009). Canadian Climate Normals - Climate - Environment and
Climate Change Canada [WWW Document]. URL
http://climate.weather.gc.ca/climate_normals/results_e.html?stnID=1535&dispBack=
0&month1=0&month2=12 (accessed 5.3.18).

Estop-Aragonés, C., Cooper, M.D.A., Fisher, J.P., Thierry, A., Garnett, M.H., Charman,
D.J., Murton, J.B., Phoenix, G.K., Treharne, R., Sanderson, N.K., Burn, C.R., Kokelj,
S. V., Wolfe, S.A., Lewkowicz, A.G., Williams, M., Hartley, I.P., (2018). Limited
release of previously-frozen C and increased new peat formation after thaw in
permafrost peatlands. Soil Biology and Biochemistry 118: 115-129.
https://doi.org/10.1016/j.s0ilbio.2017.12.010

Farquhar, G.D., Ehleringer, J.R., Hubick, K.T., (1989). Discrimination and Photosynthesis.
Annual Reviews in Plant Physiology and Plant Molecular Biology 40(1): 503-537.
https://doi.org/10.1146/annurev.pp.40.060189.002443

Fierer, N., Schimel, J.P., Holden, P.A., (2003). Variations in microbial community
composition through two soil depth profiles. Soil Biology and Biochemistry 35(1):
167-176. https://doi.org/10.1016/S0038-0717(02)00251-1

Fischer, R., (1995). Soil organic matter: clue or conondrum in Carbon Forms and
Functions. In W. McFee and J. Kelly. (Eds.), Carbon Forms and Functions in Forest
Soils, Soil Science Society American, Madison, USA, p. 594

Fisher, J.P., Estop-Aragonés, C., Thierry, A., Charman, D.J., Wolfe, S.A., Hartley, I.P.,
Murton, J.B., Williams, M., Phoenix, G.K., (2016). The influence of vegetation and
soil characteristics on active-layer thickness of permafrost soils in boreal forest.
Global Change Biology 22(9): 3127-3140. https://doi.org/10.1111/gch.13248

Flannigan, M., Stocks, B., Turetsky, M., Wotton, M., (2009). Impacts of climate change on
fire activity and fire management in the circumboreal forest. Global Change Biology
15(3): 549-560. https://doi.org/10.1111/j.1365-2486.2008.01660.x

French, N. H., Whitley, M. A., Jenkins, L. K. (2016). Fire disturbance effects on land



44

surface albedo in Alaskan tundra. Journal of Geophysical Research: Biogeosciences,
121(3), 841-854. https://doi.org/10.1002/2015JG003177

Fritze, H., Pennanen, T., Pietikainen, J., (1993). Recovery of Soil Microbial Biomass and
Activity From Prescribed Burning. Canadian Journal of Forest Research-Revue
Canadienne De Recherche Forestiere 23(7):1286-1290. https://doi.org/10.1139/x93-
164

Fritze, H., Pietikdinen, J., Pennanen, T., (2000). Distribution of microbial biomass and
phospholipid fatty acids in Podzol profiles under coniferous forest. European Journal
of Soil Science 51(4): 565-573. https://doi.org/10.1111/j.1365-2389.2000.00346.x

Gathany, M.A., Burke, 1.C., (2011). Post-fire soil fluxes of CO,, CH4 and N,O along the
Colorado Front Range. International Journal of Wildland Fire 20(7): 838.
https://doi.org/10.1071/WF09135

Gillabel, J., Cebrian-Lopez, B., Six, J., Merckx, R., (2010). Experimental evidence for the
attenuating effect of SOM protection on temperature sensitivity of SOM
decomposition. Global Change Biology 16(10): 2789-2798.
https://doi.org/10.1111/j.1365-2486.2009.02132.x

Girona-Garcia, A., Badia-Villas, D., Jiménez-Morillo, N.T., de la Rosa, J.M., Gonzalez-
Pérez, J.A., (2018). Soil C and N isotope composition after a centennial Scots pine
afforestation in podzols of native European beech forests in NE-Spain. Catena 165:
434-441. https://doi.org/10.1016/j.catena.2018.02.023

Glaser, B., Amelung, W., (2002). Determination of *3C natural abundance of amino acid
enantiomers in soil: methodological considerations and first results. Rapid
Communications in Mass Spectrometry 16(9): 891-898.
https://doi.org/10.1002/rcm.650

Gongalves, J.F., Graga, M.A.S., Callisto, M., (2007). Litter decomposition in a Cerrado
savannah stream is retarded by leaf toughness, low dissolved nutrients and a low
density of shredders. Freshwater Biology 52(8): 1440-1451.
https://doi.org/10.1111/j.1365-2427.2007.01769.x

Gonzélez-Pérez, J.A., Gonzélez-Vila, F.J., Almendros, G., Knicker, H., (2004). The effect
of fire on soil organic matter - a review. Environment International 30(6): 855-870.
https://doi.org/10.1016/j.envint.2004.02.003

Gower, S.T., Krankina, O., Olson, R.J., Apps, M., Linder, S., Wang, C., (2001). Net
Primary Production and Carbon Allocation Patterns of Boreal Forest Ecosystems.
Ecological Applications 11(5): 1395. https://doi.org/10.2307/3060928

Guggenberger, G., Rodionov, A., Shibistova, O., Grabe, M., Kasansky, O.A., Fuchs, H.,
Mikheyeva, N., Zrazhevskaya, G., Flessa, H., (2008). Storage and mobility of black
carbon in permafrost soils of the forest tundra ecotone in Northern Siberia. Global
Change Biology 14(6): 1367-1381. https://doi.org/10.1111/j.1365-
2486.2008.01568.x

Guo, D., Wang, H., 2017. Simulated Historical (1901-2010) Changes in the Permafrost
Extent and Active Layer Thickness in the Northern Hemisphere. Journal of
Geophysical Research: Atmospheres 122, 12,285-12,295.
https://doi.org/10.1002/2017JD027691

Hamman, S.T., Burke, I.C., Stromberger, M.E., (2007). Relationships between microbial
community structure and soil environmental conditions in a recently burned system.
Soil Biology and Biochemistry 39(7): 1703-1711.
https://doi.org/10.1016/J.SOILBI0.2007.01.018

Harden, J.W., Trumbore, S.E., Stocks, B.J., Hirsch, A., Gower, S.T., O’neill, K.P.,



45

Kasischke, E.S., (2000). The role of fire in the boreal carbon budget. Global Change
Biology 6(S1):174-184. https://doi.org/10.1046/j.1365-2486.2000.06019.x

Hashimoto, S., Morishita, T., Sakata, T., Ishizuka, S., Kaneko, S., Takahashi, M., (2011).
Simple models for soil CO,, CH., and N,O fluxes calibrated using a Bayesian
approach and multi-site data. Ecological Modelling 222(7): 1283-1292.
https://doi.org/10.1016/j.ecolmodel.2011.01.013

He, Y., Zhou, X, Jiang, L., Li, M., Du, Z., Zhou, G., Shao, J., Wang, X., Xu, Z., Hosseini
Bai, S., Wallace, H., Xu, C., (2017). Effects of biochar application on soil greenhouse
gas fluxes: a meta-analysis. GCB Bioenergy 9(4): 743-755.
https://doi.org/10.1111/gcbb.12376

Helbig, M., Pappas, C., Sonnentag, O., (2016). Permafrost thaw and wildfire: Equally
important drivers of boreal tree cover changes in the Taiga Plains, Canada.
Geophysical Research Letters 43(4):1598-1606.
https://doi.org/10.1002/2015GL 067193

Hobbie, E.A., Macko, S.A., Williams, M., (2000). Correlations between foliar *°N and
nitrogen concentrations may indicate plant-mycorrhizal interactions. Oecologia
122(2):273-283. https://doi.org/10.1007/PL00008856

Hogberg, P., (1997). N natural abundance in soil-plant systems. New Phytologist, 137(2):
179-203. https://doi.org/10.1046/j.1469-8137.1997.00808.x

Hogberg, P., Read, D.J., (2006). Towards a more plant physiological perspective on soil
ecology. Trends in Ecology & Evolution 21(10): 548-554.
https://doi.org/10.1016/J. TREE.2006.06.004

Holden, S.R., Rogers, B.M., Treseder, K.K., Randerson, J.T., (2016). Fire severity
influences the response of soil microbes to a boreal forest fire. Environmental
Research Letters 11(3): 035004. https://doi.org/10.1088/1748-9326/11/3/035004

Humic Substances — Linking Structure to Functions. Proceedings of the 13th Meeting of the
International Humic Substances Society. http://humic-substances.org/what-are-
humic-substances-2/. Accessed 7 Jan 2020

Hoy, E.E., Turetsky, M.R., Kasischke, E.S., (2016). More frequent burning increases
vulnerability of Alaskan boreal black spruce forests. Environmental Research Letters
11(9):095001. https://doi.org/10.1088/1748-9326/11/9/095001

Hu, T., Sun, L., Hu, H., Weise, D.R., Guo, F., (2017). Soil Respiration of the Dahurian
Larch (Larix gmelinii) Forest and the Response to Fire Disturbance in Da Xing’an
Mountains, China. Scientific reports 7(1):2967. https://doi.org/10.1038/s41598-017-
03325-4

Hyodo, F., Kusaka, S., Wardle, D.A., Nilsson, M.C., (2013). Changes in stable nitrogen and
carbon isotope ratios of plants and soil across a boreal forest fire chronosequence.
Plant and Soil 364(1-2):315-323. https://doi.org/10.1007/s11104-012-1339-8

IUSS Working Group WRB, (2014). World reference base for soil resources 2014.
International soil classification system for naming soils and creating legends for soil
maps, World Soil Resources Reports No. 106.
https://doi.org/10.1017/S0014479706394902

Jafarov, E.E., Romanovsky, V.E., Genet, H., McGuire, A.D., Marchenko, S.S., (2013). The
effects of fire on the thermal stability of permafrost in lowland and upland black
spruce forests of interior Alaska in a changing climate. Environmental Research
Letters 8(3):035030. https://doi.org/10.1088/1748-9326/8/3/035030

Jiménez-Gonzélez, M.A., De la Rosa, J.M., Jiménez-Morillo, N.T., Almendros, G.,
Gonzalez-Pérez, J.A., Knicker, H., (2016). Post-fire recovery of soil organic matter in



46

a Cambisol from typical Mediterranean forest in Southwestern Spain. Science of the
Total Environment 572: 1414-1421. https://doi.org/10.1016/j.scitotenv.2016.02.134

Jin, X., Wang, S., Zhou, Y., (2008). Microbial CO, production from surface and subsurface
soil as affected by temperature, moisture, and nitrogen fertilisation. Australian
Journal of Soil Research 46(3): 273-280. https://doi.org/10.1071/SR07144

Jobbagy, E.G., Jackson, R.B., (2001). The distribution of soil nutrients with depth: Global
patterns and the imprint of plants. Biogeochemistry 53(1): 51-77.
https://doi.org/10.1023/A:1010760720215

Jorgenson, M.T., Romanovsky, V., Harden, J., Shur, Y., O’Donnell, J., Schuur, E.A.G.,
Kanevskiy, M., Marchenko, S., (2010). Resilience and vulnerability of permafrost to
climate change. Canadian Journal of Forest Research 40(7):1219-1236.
https://doi.org/10.1139/X10-060

Karhu, K., Dannenmann, M., Kitzler, B., Diaz-Pinés, E., Tejedor, J., Ramirez, D.A., Parra,
A., Resco De Dios, V., Moreno, J.M., Rubio, A., Guimaraes-Povoas, L.,
Zechmeister-Boltenstern, S., Butterbach-Bahl, K., Ambus, P., (2015). Fire increases
the risk of higher soil N2O emissions from Mediterranean Macchia ecosystems. Soil
Biology and Biochemistry 82: 44-51. https://doi.org/10.1016/j.s0ilbio.2014.12.013

Karhu, K., Fritze, H., Tuomi, M., Vanhala, P., Spetz, P., Kitunen, V., Liski, J., (2010).
Temperature sensitivity of organic matter decomposition in two boreal forest soil
profiles. Soil Biology and Biochemistry 42(1): 72-82.
https://doi.org/10.1016/j.s0ilbio.2009.10.002

Kasischke, E. S., Stocks, B. J. (Eds.). (2000). Fire, climate change, and carbon cycling in
the boreal forest (Vol. 138). Springer Science & Business Media.
https://doi.org/10.1007/978-0-387-21629-4

Kelly, R., Chipman, M.L., Higuera, P.E., Stefanova, I., Brubaker, L.B., Hu, F.S., (2013).
Recent burning of boreal forests exceeds fire regime limits of the past 10,000 years.
Proceedings of the National Academy of Sciences of the United States of America
110(32):13055-60. https://doi.org/10.1073/pnas.1305069110

Kharuk, V.1., Ranson, K.J., Dvinskaya, M.L., Im, S.T., (2011). Wildfires in northern
Siberian larch dominated communities. Environmental Research Letters 6(4):
045208. https://doi.org/10.1088/1748-9326/6/4/045208

Kim, Y., Tanaka, N., (2003). Effect of forest fire on the fluxes of CO,, CHsand N2O in
boreal forest soils, interior Alaska. Journal of Geophysical Research D: Atmospheres
108(D1): FFR 10-1 FFR 10-12.

Knicker, H., (2007). How does fire affect the nature and stability of soil organic nitrogen
and carbon? A review. Biogeochemistry 85(1): 91-118.
https://doi.org/10.1007/s10533-007-9104-4

Knoblauch, C., Beer, C., Sosnin, A., Wagner, D., Pfeiffer, E.-M., (2013). Predicting long-
term carbon mineralization and trace gas production from thawing permafrost of
Northeast Siberia. Global Change Biology 19(4):1160-1172.
https://doi.org/10.1111/gcb.12116

Kohl, L., Laganiére, J., Edwards, K.A., Billings, S.A., Morrill, P.L., Van Biesen, G.,
Ziegler, S.E., (2015). Distinct fungal and bacterial *3C signatures as potential drivers
of increasing 613C of soil organic matter with depth. Biogeochemistry 124(1-3):13-
26. https://doi.org/10.1007/s10533-015-0107-2

Koster, E., Koster, K., Berninger, F., Aaltonen, H., Zhou, X., Pumpanen, J., (2017). Carbon
dioxide, methane and nitrous oxide fluxes from a fire chronosequence in subarctic
boreal forests of Canada. Science of the Total Environment 601-602: 895-905.



47

https://doi.org/10.1016/j.scitotenv.2017.05.246

Koster, E., Koster, K., Berninger, F., Prokushkin, A., Aaltonen, H., Zhou, X., Pumpanen, J.,
(2018). Changes in fluxes of carbon dioxide and methane caused by fire in Siberian
boreal forest with continuous permafrost. Journal of Environmental Management
228: 405-415. https://doi.org/10.1016/J.JENVMAN.2018.09.051

Kaoster, K., Berninger, F., Heinonsalo, J., Lindén, A., Koster, E., Ilvesniemi, H., Pumpanen,
J., (2016). The long-term impact of low-intensity surface fires on litter decomposition
and enzyme activities in boreal coniferous forests. International Journal of Wildland
Fire 25(5):213-223. https://doi.org/10.1071/WF14217

Krull, E.S., Bestland, E.A., Gates, W.P., (2002). Soil Organic Matter Decomposition and
Turnover in a Tropical Ultisol: Evidence from §3C, §*°N and Geochemistry.
Radiocarbon 44(1): 93-112. https://doi.org/10.1017/S0033822200064705

Kulmala, L., Aaltonen, H., Berninger, F., Kieloaho, A.-J., Levula, J., Béck, J., Hari, P.,
Kolari, P., Korhonen, J.F.J., Kulmala, M., Nikinmaa, E., Pihlatie, M., Vesala, T.,
Pumpanen, J., (2014). Changes in biogeochemistry and carbon fluxes in a boreal
forest after the clear-cutting and partial burning of slash. Agricultural and Forest
Meteorology 188: 33-44. https://doi.org/10.1016/J. AGRFORMET.2013.12.003

Kutsch, W., Bahn, M., Heinemeyer, A. (Eds.), (2009). Soil carbon dynamics : an integrated
methodology. Cambridge University Press.
https://doi.org/10.1017/CB09780511711794

Lashof, D.A., Ahuja, D.R., (1990). Relative contributions of greenhouse gas emissions to
global warming. Nature 344(6266): 529-531. https://doi.org/10.1038/344529a0

Leifeld, J., Fuhrer, J., (2005). The Temperature Response of CO, Production from Bulk
Soils and Soil Fractions is Related to Soil Organic Matter Quality. Biogeochemistry
75(3): 433-453. https://doi.org/10.1007/s10533-005-2237-4

Levine, J.S., Cofer, W.R., Sebacher, D.I., Winstead, E.L., Sebacher, S., Boston, P.J.,
(1988). The effects of fire on biogenic soil emissions of nitric oxide and nitrous
oxide. Global Biogeochemical Cycles 2(4): 445-449.
https://doi.org/10.1029/GB002i004p00445

Liski, J., Palosuo, T., Peltoniemi, M., Sievanen, R., (2005). Carbon and decomposition
model Yasso for forest soils. Ecological Modelling 189(1-2): 168-182.
https://doi.org/10.1016/J.ECOLMODEL.2005.03.005

Litvak, M., Miller, S., Wofsy, S.C., Goulden, M., (2003). Effect of stand age on whole
ecosystem CO, exchange in the Canadian boreal forest. Journal of Geophysical
Research: Atmospheres 108, https://doi.org/10.1029/2001JD000854

Lloyd, J., Taylor, J.A., (1994). On the Temperature Dependence of Soil Respiration.
Functional Ecology 8: 315-323. https://doi.org/10.2307/2389824

Loader, N.J., Robertson, 1., McCarroll, D., (2003). Comparison of stable carbon isotope
ratios in the whole wood, cellulose and lignin of oak tree-rings. Palaeogeography,
Palaeoclimatology, Palaeoecology 196(3-4): 395-407. https://doi.org/10.1016/S0031-
0182(03)00466-8

Lomander, A., Kétterer, T., Andrén, O., (1998). Carbon dioxide evolution from top- and
subsoil as affected by moisture and constant and fluctuating temperature. Soil
Biology and Biochemistry 30(14): 2017-2022. https://doi.org/10.1016/S0038-
0717(98)00076-5

Loranty, M.M., Lieberman-Cribbin, W., Berner, L.T., Natali, S.M., Goetz, S.J., Alexander,
H.D., Kholodov, A.L., (2016). Spatial variation in vegetation productivity trends, fire
disturbance, and soil carbon across arctic-boreal permafrost ecosystems.



48

Environmental Research Letters 11(9): 095008. https://doi.org/10.1088/1748-
9326/11/9/095008

Ludwig, S. M., Alexander, H. D., Kielland, K., Mann, P. J., Natali, S. M., Ruess, R. W.,
(2018). Fire severity effects on soil carbon and nutrients and microbial processes in a
Siberian larch forest. Global change biology, 24(12): 5841-5852.
https://doi.org/10.1111/gch.14455

Manzoni, S., Taylor, P., Richter, A., Porporato, A., (2012). Environmental and
stoichiometric controls on microbial carbon-use efficiency in soils. New Phytologist,
196(1): 79-91. https://doi.org/10.1111/j.1469-8137.2012.04225.x

Masyagina, O.V., Tokareva, 1.V., Prokushkin, A.S., (2016). Post fire organic matter
biodegradation in permafrost soils: Case study after experimental heating of mineral
horizons. Science of the Total Environment 573:1255-1264.
https://doi.org/10.1016/j.scitotenv.2016.04.195

Mataix-Solera, J., Guerrero, C., Garcia-Orenes, F., Barcenas, G., Torres, M., (2009). Forest
Fire Effects on Soil Microbiology, in: Fire Effects on Soils and Restoration
Strategies. Science Publishers, pp. 133-175. https://doi.org/10.1201/9781439843338-
c5

Megonigal, J.P., Hines, M.E., Visscher, P.T., (2003). Anaerobic Metabolism: Linkages to
Trace Gases and Aerobic Processes, in: Treatise on Geochemistry. Elsevier, pp. 317-
424, https://doi.org/10.1016/B0-08-043751-6/08132-9

Meikle, J.C., Waterreus, M.B., (2008). Ecosystems of the Peel River Watersheds: A
Predictive Approach to Regional Ecosystem mapping. Fish and Wildlife branch,
Department of Environment, Goverment of Yukon, Whitehorse 66.

Metherell A.K., Harding A., Cole .V., Parton W.J. (1993). CENTURY Soil Organic Matter
Model Environment, technical documentation, [WWW Document], URL
https://www2.nrel.colostate.edu/projects/century/ MANUAL/html_manual/man96.ht
mI#CENTOVER (accessed 11.7.18).

Michelsen, A., Quarmby, C., Sleep, D., Jonasson, S., (1998). Vascular plant >N natural
abundance in heath and forest tundra ecosystems is closely correlated with presence
and type of mycorrhizal fungi in roots. Oecologia 115(3): 406-418.
https://doi.org/10.1007/s004420050535

Mikutta, R., Kleber, M., Kaiser, K., Jahn, R., (2005). Review : Organic Matter Removal
from Soils using Hydrogen Peroxide ,. Soil Science Society of America Journal
69(1): 120-135.

Morishita, T., Noguchi, K., Kim, Y., Matsuura, Y., (2015). CO,, CHsand N,O fluxes of
upland black spruce (Picea mariana) forest soils after forest fires of different intensity
in interior Alaska. Soil Science and Plant Nutrition 61(1): 98-105.
https://doi.org/10.1080/00380768.2014.963666

Mueller, C.W., Rethemeyer, J., Kao-Kniffin, J., Léppmann, S., Hinkel, K.M., G.
Bockheim, J., (2015). Large amounts of labile organic carbon in permafrost soils of
northern Alaska. Global Change Biology 21(7): 2804-2817.
https://doi.org/10.1111/gch.12876

Mufioz-Rojas, M., Lewandrowski, W., Erickson, T.E., Dixon, KW., Merritt, D.J., (2016).
Soil respiration dynamics in fire affected semi-arid ecosystems: Effects of vegetation
type and environmental factors. Science of the Total Environment 572: 1385-1394.
https://doi.org/10.1016/j.scitotenv.2016.02.086

Natelhoffer, K.J., Fry, B., (1988). Controls on Natural Nitrogen-15 and Carbon-13
Abundances in Forest Soil Organic Matter. Soil Science Society of America Journal



49

52(6):1633. https://doi.org/10.2136/ss5aj1988.03615995005200060024x

Nilsson, M.-C., Wardle, D.A., (2005). Understory vegetation as a forest ecosystem driver:
evidence from the northern Swedish boreal forest. Frontiers in Ecology and the
Environment 3(8): 421-428. https://doi.org/10.1890/1540-
9295(2005)003[0421:UVAAFE]2.0.CO;2

Norwood, M.J., Louchouarn, P., Kuo, L.-J., Harvey, O.R., (2013). Characterization and
biodegradation of water-soluble biomarkers and organic carbon extracted from low
temperature chars. Organic Geochemistry 56:111-119.
https://doi.org/10.1016/J. ORGGEOCHEM.2012.12.008

O’Donnell, J.A., Turetsky, M.R., Harden, J.W., Manies, K.L., Pruett, L.E., Shetler, G.,
Neff, J.C., (2009). Interactive Effects of Fire, Soil Climate, and Moss on CO, Fluxes
in Black Spruce Ecosystems of Interior Alaska. Ecosystems 12(1): 57-72.
https://doi.org/10.1007/s10021-008-9206-4

O’Leary, M.H., (1988). Carbon Isotopes in Photosynthesis. BioScience 38(5): 328-336.
https://doi.org/10.2307/1310735

O’Neill, K., Kasischke, E.S., Richter, D.D., Krasovic, V., (1997). Effect of fire on
temperature, moisture and CO2 emissions from soils near Tok, Alaska; An initial
assesment, in: Proceedings of the International Symposium on Physics, Chemistry,
and Ecology of Seasonally Frozen Soils, FairBanks, Alaska. Army Cold Reg. Res.
and Eng. Lab., Hanover, pp. 295-303.

O’Neill, K.P., Richter, D.D., Kasischke, E.S., (2006). Succession-driven changes in soil
respiration following fire in black spruce stands of interior Alaska. Biogeochemistry
80(1): 1-20. https://doi.org/10.1007/s10533-005-5964-7

Oertel, C., Matschullat, J., Zurba, K., Zimmermann, F., Erasmi, S., (2016). Greenhouse gas
emissions from soils—A review. Chemie der Erde - Geochemistry 76(3): 327-352.
https://doi.org/10.1016/J. CHEMER.2016.04.002

Oliva, M., Fritz, M., (2018). Permafrost degradation on a warmer Earth: Challenges and
perspectives. Current Opinion in Environmental Science & Health 5: 14-18.
https://doi.org/10.1016/J. COESH.2018.03.007

Osman, K.T., (2013). Soils : principles, properties and management. Springer.

Osono, T., (2007). Ecology of ligninolytic fungi associated with leaf litter decomposition.
Ecological Research 22(6): 955-974. https://doi.org/10.1007/5s11284-007-0390-z

Pardo, L.H., Hemond, H.F., Montoya, J.P., Fahey, T.J., Siccama, T.G., (2002). N in forest
soils and foliage to high nitrate loss following clear-cutting. Canadian Journal of
Forest Research 32(7):1126-1136. https://doi.org/10.1139/x02-041

Parton, W.J., D.W. Anderson, C.V. Cole, J.W.B. Stewart. (1983). Simulation of sail
organic matter formation and mineralization in semiarid agroecosystems. In: Nutrient
cycling in agricultural ecosystems, R.R. Lowrance, R.L. Todd, L.E. Asmussen and
R.A. Leonard (eds.). The Univ. of Georgia, College of Agriculture Experiment
Stations, Special Publ. No. 23. Athens, Georgia

Pietikdinen, J., Fritze, H., (1995). Clear-cutting and prescribed burning in coniferous forest:
Comparison of effects on soil fungal and total microbial biomass, respiration activity
and nitrification. Soil Biology and Biochemistry 27(1): 101-109.
https://doi.org/10.1016/0038-0717(94)00125-K

Pihlatie, M., Pumpanen, J., Rinne, J., llvesniemi, H., Simojoki, A., Hari, P., Vesala, T.,
(2007). Gas concentration driven fluxes of nitrous oxide and carbon dioxide in boreal
forest soil. Tellus, Series B: Chemical and Physical Meteorology 59(3): 458-469.
https://doi.org/10.1111/j.1600-0889.2007.00278.x



50

Pinzari, F., Maggi, O., Lunghini, D., Di Lonardo, D.P., Persiani, A.M., (2017). A simple
method for measuring fungal metabolic quotient and comparing carbon use efficiency
of different isolates: Application to Mediterranean leaf litter fungi. Plant Biosystems
151(2) 371-376. https://doi.org/10.1080/11263504.2017.1284166

Poth, M., Anderson, I.C., Miranda, H.S., Miranda, A.C., Riggan, P.J., (1995). The
magnitude and persistence of soil NO, N2O, CHa, and CO; fluxes from burned
tropical savanna in Brazil. Global Biogeochemical Cycles 9(4): 503-513.
https://doi.org/10.1029/95GB02086

Potter, C., Hugny, C.. (2018). Wildfire effects on permafrost and soil moisture in spruce
forests of interior Alaska. Journal of Forestry Research 1-11.
https://doi.org/10.1007/s11676-018-0831-2

Prokushkin, A.S., Gavrilenko, I. V., Abaimov, A.P., Prokushkin, S.G., Samusenko, A. V.,
(2006). Dissolved Organic Carbon in Upland Forested Watersheds Underlain by
Continuous Permafrost in Central Siberia. Mitigation and Adaptation Strategies for
Global Change 11(1): 223-240. https://doi.org/10.1007/s11027-006-1022-6

Pumpanen, J., Kulmala, L., Lindén, A., Kolari, P., Nikinmaa, E., Hari, P., (2015). Seasonal
dynamics of autotrophic respiration in boreal forest soil estimated by continuous
chamber measurements. Boreal Environment Research 20: 637-650.

Pumpanen, J., Lindén, A., Bruckman, V.J., Berninger, F., llvesniemi, H., Oinonen, M.,
Sonninen, E., Kukumdgi, M., Heinonsalo, J., (2017). The effect of roots and easily
available carbon on the decomposition of soil organic matter fractions in boreal forest
soil. European Journal of Soil Science 68(4): 537-546.
https://doi.org/10.1111/ejss.12439

Rey, A., Pegoraro, E., Jarvis, P.G., (2008). Carbon mineralization rates at different soil
depths across a network of European forest sites (FORCAST). European Journal of
Soil Science 59(6): 1049-1062. https://doi.org/10.1111/j.1365-2389.2008.01065.x

Riikonen, A., Pumpanen, J., Maki, M., Nikinmaa, E., 2017. High carbon losses from
established growing sites delay the carbon sequestration benefits of street tree
plantings — a case study in Helsinki, Finland. Urban For. Urban Green. 26, 85-94.
https://doi.org/10.1016/J

Rumpel, C., Gonzéalez-Pérez, J.A., Bardoux, G., Largeau, C., Gonzalez-Vila, F.J., Valentin,
C., (2007). Composition and reactivity of morphologically distinct charred materials
left after slash-and-burn practices in agricultural tropical soils. Organic Geochemistry
38(6): 911-920. https://doi.org/10.1016/j.orggeochem.2006.12.014

Rumpel, C., Kdgel-Knabner, 1., (2011). Deep soil organic matter—a key but poorly
understood component of terrestrial C cycle. Plant and Soil 338(1-2): 143-158.
https://doi.org/10.1007/s11104-010-0391-5

Rutigliano, F.A., De Marco, A., D’Ascoli, R., Castaldi, S., Gentile, A., Virzo De Santo, A.,
(2007). Impact of fire on fungal abundance and microbial efficiency in C assimilation
and mineralisation in a Mediterranean maquis soil. Biology and Fertility of Soils
44(2): 377-381. https://doi.org/10.1007/s00374-007-0214-x

Sah, S.P., llvesniemi, H., (2007). Interspecific variation and impact of clear-cutting on
natural >N abundance and N concentration in the needle-to-soil continuum of a
boreal conifer forest. Plant, Soil and Environment 53(8): 329-339.
https://doi.org/10.17221/2186-PSE

Saito, L., Miller, W. W., Johnson, D. W., Qualls, R. G., Provencher, L., Carroll, E., &
Szameitat, P. (2007). Fire effects on stable isotopes in a Sierran forested watershed.
Journal of environmental quality, 36(1), 91-100.



51

https://doi.org/10.2134/jeq2006.0233

Sakamoto, K., Oba, Y., (1994). Effect of fungal to bacterial biomass ratio on the
relationship between CO2 evolution and total soil microbial biomass. Biology and
Fertility of Soils 17(1): 39-44. https://doi.org/10.1007/BF00418670

Savage, K., Moore, T.R., Crill, P.M., (1997). Methane and carbon dioxide exchanges
between the atmosphere and northern boreal forest soils. Journal of Geophysical
Research: Atmospheres 102(D24): 29279-29288. https://doi.org/10.1029/97JD02233

Schédel, C., Bader, M.K.-F., Schuur, E.A.G., Biasi, C., Bracho, R., Capek, P., De Baets, S.,
Diakova, K., Ernakovich, J., Estop-Aragones, C., Graham, D.E., Hartley, I.P.,
Iversen, C.M., Kane, E., Knoblauch, C., Lupascu, M., Martikainen, P.J., Natali, S.M.,
Norby, R.J., O’Donnell, J.A., Chowdhury, T.R., Santruckové, H., Shaver, G., Sloan,
V.L., Treat, C.C., Turetsky, M.R., Waldro, M.P., Wickland, K.P., (2016). Potential
carbon emissions dominated by carbon dioxide from thawed permafrost soils. Nature
Climate Change 6(10): 950-953. https://doi.org/10.1038/nclimate3054

Schédel, C., Schuur, E.A.G., Bracho, R., Elberling, B., Knoblauch, C., Lee, H., Luo, Y.,
Shaver, G.R., Turetsky, M.R., (2014). Circumpolar assessment of permafrost C
quality and its vulnerability over time using long-term incubation data. Global
Change Biology 20(2): 641-652. https://doi.org/10.1111/gch.12417

Schmidt, M.\W.1., Torn, M.S., Abiven, S., Dittmar, T., Guggenberger, G., Janssens, LA,
Kleber, M., Kégel-Knabner, 1., Lehmann, J., Manning, D.A.C., Nannipieri, P., Rasse,
D.P., Weiner, S., Trumbore, S.E., (2011). Persistence of soil organic matter as an
ecosystem property. Nature 478(7367): 49-56. https://doi.org/10.1038/nature10386

Schuur, E.A.G., Bockheim, J., Canadell, J.G., Euskirchen, E., Field, C.B., Goryachkin, S.
V., Hagemann, S., Kuhry, P., Lafleur, P.M., Lee, H., Mazhitova, G., Nelson, F.E.,
Rinke, A., Romanovsky, V.E., Shiklomanov, N., Tarnocai, C., Venevsky, S., Vogel,
J.G., Zimov, S.A., (2008). Vulnerability of Permafrost Carbon to Climate Change:
Implications for the Global Carbon Cycle. BioScience 58(8): 701-714.
https://doi.org/10.1641/B580807

Schuur, E.A.G., McGuire, A.D., Schédel, C., Grosse, G., Harden, J.W., Hayes, D.J.,
Hugelius, G., Koven, C.D., Kuhry, P., Lawrence, D.M., Natali, S.M., Olefeldt, D.,
Romanovsky, V.E., Schaefer, K., Turetsky, M.R., Treat, C.C., Vonk, J.E., (2015).
Climate change and the permafrost carbon feedback. Nature 520(7546): 171-179.
https://doi.org/10.1038/nature14338

Smith, L.C., MacDonald, G.M., Velichko, A.A., Beilman, D.W., Borisova, O.K., Frey,
K.E., Kremenetski, K. V, Sheng, Y., (2004). Siberian Peatlands a Net Carbon Sink
and Global Methane Source Since the Early Holocene. Science 303(5656): 353-356.
https://doi.org/10.1126/science.1090553

Smith, K., Thomson, P., Clayton, H., McTaggart, I., Conen, F. (1998). Effects of
temperature, water content and nitrogen fertilisation on emissions of nitrous oxide by
soils Atmospheric Environment, 32: 3301-3309. https://doi.org/10.1016/S1352-
2310(97)00492-5

Song, X., Wang, G., Ran, F., Chang, R., Song, C., Xiao, Y., (2017). Effects of topography
and fire on soil CO, and CHa flux in boreal forest underlain by permafrost in
northeast China. Ecological Engineering 106: 35-43.
https://doi.org/10.1016/j.ecoleng.2017.05.033

Spohn, M., (2015). Microbial respiration per unit microbial biomass depends on litter layer
carbon-to-nitrogen ratio. Biogeosciences 12, 817-823. https://doi.org/10.5194/bg-12-
817-2015



52

Spohn, M., Klaus, K., Wanek, W., Richter, A., (2016). Microbial carbon use efficiency and
biomass turnover times depending on soil depth — Implications for carbon cycling.
Soil Biology and Biochemistry 96: 74-81.
https://doi.org/10.1016/J.SOILBI10.2016.01.016

Startsev, V.V., Dymov, A.A., Prokushkin, A.S., (2017). Soils of postpyrogenic larch stands
in Central Siberia: Morphology, physicochemical properties, and specificity of soil
organic matter. Eurasian Soil Science 50(8): 885-897.
https://doi.org/10.1134/S1064229317080117

Strauss, J., Schirrmeister, L., Grosse, G., Fortier, D., Hugelius, G., Knoblauch, C.,
Romanovsky, V., Schadel, C., Schneider von Deimling, T., Schuur, E.A.G., Shmelev,
D., Ulrich, M., Veremeeva, A., (2017). Deep Yedoma permafrost: A synthesis of
depositional characteristics and carbon vulnerability. Earth-Science Reviews 172:
75-86. https://doi.org/10.1016/j.earscirev.2017.07.007

Strauss, J., Schirrmeister, L., Mangelsdorf, K., Eichhorn, L., Wetterich, S., Herzschuh, U.,
(2015). Organic-matter quality of deep permafrost carbon - A study from Arctic
Siberia. Biogeosciences 12(7): 2227—2245. https://doi.org/10.5194/bg-12-2227-2015

Sullivan, B.W., Kolb, T.E., Hart, S.C., Kaye, J.P., Hungate, B.A., Dore, S., Montes-Helu,
M., (2011). Wildfire reduces carbon dioxide efflux and increases methane uptake in
ponderosa pine forest soils of the southwestern USA. Biogeochemistry 104(1-3):
251-265. https://doi.org/10.1007/s10533-010-9499-1

Swanson, D.K., (1996). Susceptibility of Permafrost Soils to Deep Thaw after Forest Fires
in Interior Alaska, U.S.A., and Some Ecologic Implications. Arctic and Alpine
Research 28(2): 217-227. https://doi.org/10.2307/1551763

Takakai, F., Desyatkin, A.R., Lopez, C.M.L., Fedorov, A.N., Desyatkin, R. V., Hatano, R.,
(2008). Influence of forest disturbance on CO, , CH4 and N2O fluxes from larch
forest soil in the permafrost taiga region of eastern Siberia. Soil Science and Plant
Nutrition 54(6): 938-949. https://doi.org/10.1111/j.1747-0765.2008.00309.x

Tarnocai, C., Canadell, J. G., Schuur, E. A., Kuhry, P., Mazhitova, G., & Zimov, S. (2009).
Soil organic carbon pools in the northern circumpolar permafrost region. Global
biogeochemical cycles, 23(2). https://doi.org/10.1029/2008GB003327

Tas, N., Prestat, E., McFarland, J.W., Wickland, K.P., Knight, R., Berhe, A.A., Jorgenson,
T., Waldrop, M.P., Jansson, J.K., (2014). Impact of fire on active layer and
permafrost microbial communities and metagenomes in an upland Alaskan boreal
forest. ISME Journal 8(9): 1904-1919. https://doi.org/10.1038/ismej.2014.36

Trofymow, J., CIDET Working Group, (1998). The Canadian Intersite Decomposition
Experiment Project and Site Establishment Report, 378.
https://doi.org/10.1109/36.581988

Trolier, M., White, JW.C., Tans, P.P., Masarie, K.A., Gemery, P.A., (1996). Monitoring
the isotopic composition of atmospheric CO. : Measurements from the NOAA Global
Air Sampling Network. Journal of Geophysical Research: Atmospheres 101: 25897—
25916. https://doi.org/10.1029/96JD02363

Uhlitova, E., Santrackova, H., Davidov, S.P., (2007). Quality and potential
biodegradability of soil organic matter preserved in permafrost of Siberian tussock
tundra. Soil Biology and Biochemistry. 39(8): 1978-1989.
https://doi.org/10.1016/j.s0ilbio.2007.02.018

Vanhala, P., Karhu, K., Tuomi, M., Sonninen, E., Jungner, H., Fritze, H., Liski, J., (2007).
Old soil carbon is more temperature sensitive than the young in an agricultural field.
Soil Biology and Biochemistry 39(11): 2967-2970.



53

https://doi.org/10.1016/j.s0ilbio.2007.05.022

Veraverbeke, S., Rogers, B.M., Goulden, M.L., Jandt, R.R., Miller, C.E., Wiggins, E.B.,
Randerson, J.T., (2017). Lightning as a major driver of recent large fire years in
North American boreal forests. Nature Climate Change 7(7): 529-534.
https://doi.org/10.1038/nclimate3329

Veraverbeke, S., Rogers, B.M., Randerson, J.T., (2015). Daily burned area and carbon
emissions from boreal fires in Alaska. Biogeosciences Discussions 11, 17579-17629.
https://doi.org/10.5194/bgd-11-17579-2014

von Litzow, M., Kogel-Knabner, I., Ludwig, B., Matzner, E., Flessa, H., Ekschmitt, K.,
Guggenberger, G., Marschner, B., Kalbitz, K., (2008). Stabilization mechanisms of
organic matter in four temperate soils: Development and application of a conceptual
model. Journal of Plant Nutrition and Soil Science 171(1): 111-124.
https://doi.org/10.1002/jpIn.200700047

Waldrop, M.P., Firestone, M.K., (2004). Altered utilization patterns of young and old soil C
by microorganisms caused by temperature shifts and N additions. Biogeochemistry
67(2): 235-248. https://doi.org/10.1023/B:BI0G.0000015321.51462.41

Walker, X.J., Rogers, B.M., Baltzer, J.L., Cumming, S.G., Day, N.J., Goetz, S.J.,
Johnstone, J.F., Schuur, E.A.G., Turetsky, M.R., Mack, M.C., (2018). Cross-scale
controls on carbon emissions from boreal forest megafires. Global Change Biology
24(9): 4251-4265. https://doi.org/10.1111/gch.14287

Walz, J., Knoblauch, C., Béhme, L., Pfeiffer, E.-M., (2017). Regulation of soil organic
matter decomposition in permafrost-affected Siberian tundra soils - Impact of oxygen
availability, freezing and thawing, temperature, and labile organic matter. Soil
Biology and Biochemistry 110: 34-43. https://doi.org/10.1016/j.s0ilbio.2017.03.001

Wang, C., Bond-Lamberty, B., Gower, S.T., (2002). Soil surface CO; flux in a boreal black
spruce fire chronosequence. Journal of Geophysical Research 108, 8224.
https://doi.org/10.1029/2001JD000861

Wardle, D.A., Nilsson, M.-C., Zackrisson, O., (2008). Fire-derived charcoal causes loss of
forest humus. Science (New York, N.Y.) 320: 629.
https://doi.org/10.1126/science.1154960

Wei, S., Cui, H., Zhu, Y., Lu, Z., Pang, S., Zhang, S., Dong, H., Su, X., (2018). Shifts of
methanogenic communities in response to permafrost thaw results in rising methane
emissions and soil property changes. Extremophiles 22: 447-459.
https://doi.org/10.1007/s00792-018-1007-x

Weintraub, M.N., Schimel, J.P., (2003). Interactions between carbon and nitrogen
mineralization and soil organic matter chemistry in arctic tundra soils. Ecosystems 6:
129-143. https://doi.org/10.1007/s10021-002-0124-6

Winkler, J.P., Cherry, R.S., Schlesinger, W.H., (1996). The Qo relationship of microbial
respiration in a temperate forest soil. Soil Biology and Biochemistry, 28 (8): 1067-
1072. https://doi.org/10.1016/0038-0717(96)00076-4

Yoshikawa, K., Bolton, W.R., Romanovsky, V.E., Fukuda, M., Hinzman, L.D., (2002).
Impacts of wildfire on the permafrost in the boreal forests of Interior Alaska. Journal
of Geophysical Research 107: FFR 4-1-FFR 4-14.
https://doi.org/10.1029/2001JD000438

Yvon-Durocher, G., Caffrey, J.M., Cescatti, A., Dossena, M., Giorgio, P. del, Gasol, J.M.,
Montoya, J.M., Pumpanen, J., Staehr, P.A., Trimmer, M., Woodward, G., Allen, A.P.,
(2012). Reconciling the temperature dependence of respiration across timescales and
ecosystem types. Nature 487: 472—476. https://doi.org/10.1038/nature11205



54

Zhou, X., Sun, H., Pumpanen, J., Sietid, O.-M., Heinonsalo, J., Koster, K., Berninger, F.,
(2018). The impact of wildfire on microbial C:N:P stoichiometry and the fungal-to-
bacterial ratio in permafrost soil. Biogeochemistry 142(1): 1-17.
https://doi.org/10.1007/s10533-018-0510-6

Zimov, S.A., Schuur, E.A.G., Stuart Chapin, F., (2006). Permafrost and the global carbon
budget. Science. 312(5780): 1612-1613. https://doi.org/10.1126/science.1128908



