
1. Introduction
Soils store the largest amount of organic carbon (C) in terrestrial ecosystems (Lehmann & Kleber, 2015). Thus, 
even a small change in soil C turnover could have significant consequences for atmospheric CO2 concentrations 
and the stability of the global climate system (Luo et al., 2016; Schmidt et al., 2011). It is estimated that the 
global soil organic carbon (SOC) pool size at a depth of 1 m is 1,417–1,469 Pg C (Hiederer & Köchy, 2011), 
which is nearly three times the amount of C stored in plant biomass (Schlesinger & Bernhardt, 2013) and two 
times the amount of C in the atmosphere (Schmidt et al., 2011). Therefore, it is crucial to understand and simu-
late the critical processes underlying the dynamics of SOC to accurately forecast its responses to future changes 
in climate and land management (Amelung et al., 2020). However, the current process-based models have very 
high uncertainty in estimating the response of global SOC to climate change (Fan et  al.,  2021; Todd-Brown 
et al., 2013; Wieder et al., 2013). These uncertainties result partly from inadequate representations of ecosystem 
processes that control the exchanges of water, energy, and C between land ecosystems and the atmosphere (Hao 
et  al.,  2015; Wieder et  al.,  2013) and partly from the uncertainties in estimating the SOC model parameters 
(Abramoff et al., 2022; Luo et al., 2016; Luo & Schuur, 2020).
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mediated decomposition, mineral interaction, microbial necromass recycling, and dormancy of microbial 
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effects, such as temperature, soil moisture, and soil pH, on microbial processes. Finally, we recommend the use 
of data in guiding the future development of microbial models.
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Developing models that accurately simulate belowground processes is challenging for soil, environmental, and 
earth sciences (Hinckley et al., 2014; Todd-Brown et al., 2013; Wieder, Allison, et al., 2015). Currently, SOC 
dynamics in Earth System Models (ESMs) are mostly represented by conventional SOC models that do not 
explicitly simulate microbial activity or soil microbial communities. Instead, these models strongly emphasize 
the relationship between SOC chemical recalcitrance and soil C storage (Wieder et al., 2014; Zeng et al., 2006), 
assuming that respired CO2 is proportional to the soil C pool size (Davidson et  al.,  2014; Wieder, Allison, 
et al., 2015). These conventional SOC models implicitly represent microbial activities under the assumptions 
that (a) microbes respond so quickly to changes in substrate availability that their abundance never limits the 
decomposition rate (Schimel, 2001), (b) microbial and other ecosystem properties as expressed by parameters in 
models are invariant across wide environmental and edaphic conditions and through time (Luo & Schuur, 2020), 
and (c) microbial communities have functional equivalence allowing them to optimally process the available SOC 
(Bradford & Fierer, 2012; Wieder, Allison, et al., 2015).

Theoretically, it is known that microbial processes fundamentally regulate the decomposition and stabilization 
of SOC (Davidson et al., 2014). Therefore, in the past few decades, researchers have incorporated various micro-
bial processes to improve the simulation of future C-cycle-climate feedback (Wieder et al., 2013). As a result, 
numerous microbial models have been developed to simulate microbial regulation on the response of SOC to 
climate change. Here, we define a microbial model as a soil biogeochemical model that simulates at least one 
discrete microbial biomass pool. The microbial biomass pool is either represented as a decomposer of SOC 
or as a SOC substrate pool. Studies to date indicate large variations among microbial models in the capacity 
to simulate and predict SOC dynamics, possibly due to their variations in model structure and representations 
of various processes in models. Since the 1970s, many microbial models have been developed, for example, 
Parnas (Parnas,  1975), the Schimel model (Schimel & Weintraub,  2003), the enzyme-driven model (Allison 
et al., 2010), ReSOM (Tang & Riley, 2015), and MIND (Fan et al., 2021). Several studies have reported contrast-
ing findings when SOC dynamics were compared between conventional and microbial models. For example, one 
study compared a conventional SOC model (similar to the CENTURY model) with microbial models (EC1 and 
EC2) to simulate soil respiration from a laboratory-based pulsed drying-rewetting experiment, and revealed that 
incorporation of microbial controls on SOC decomposition improved the model's ability to capture the observed 
pulsed soil respiration (Lawrence et al., 2009). However, other studies reported similar or amplified uncertainty 
in SOC responses to climate change when incorporating microbial control on SOC decomposition, which might 
be due to complex mechanisms in microbial processes and the challenges of parametrization (Z. Shi et al., 2018; 
Sulman et  al.,  2018). For example, by selecting suitable environmental response functions and an improved 
parameterization method, conventional SOC models could also capture the pulse dynamics of soil heterotrophic 
respiration similarly well with microbial models (Zhou et al., 2021). In addition, the uncertainty of the MIMICS 
microbial model in projecting long-term SOC was >10 times greater than that in the conventional Century-type 
model, possibly because the complex model structure and a large number of parameters increased uncertainty due 
to feedback in the model dynamics (Z. Shi et al., 2018).

Although several studies have reviewed SOC models (Chertov et al., 2007; Frissel & Van Veen, 1981; Le Noë 
et  al.,  2023; Manzoni & Porporato,  2009; McGill,  1996; Molina & Smith,  1997; Paustian,  1994; Paustian 
et al., 1997; Smith et al., 1998; Wieder, Allison, et al., 2015; X. Xu et al., 2016), a comprehensive synthesis and 
analysis of microbial processes incorporated into SOC models is lacking. Microbial models vary a lot in terms of 
representations of microbial processes and their incorporations into SOC models. To provide an overview of the 
status of microbial models, in this study, we reviewed 71 microbial models developed over the last few decades 
(Table 1). To gather these models, we conducted a synthesis of published microbial models that simulate SOC 
decomposition, and we collected publications by searching keywords “SOC microbial model,” “SOC model,” 
“SOC decomposition model,” and “litter decomposition” in ISI Web of Science and Google Scholar. In addition, 
we also used previously reviewed literature on the SOC models; for example, Manzoni and Porporato (2009) 
reviewed ∼250 biogeochemical models developed for C and nitrogen (N) cycling from 1933 to 2009, including 
both microbial and nonmicrobial models. Finally, all the collected models were thoroughly examined, and we 
selected those models for our study if they met the following two criteria: (a) models should simulate the C cycle 
in the soil (or coupled with other nutrients such as N), and (b) models should simulate at least one microbial 
biomass pool. If multiple versions of a microbial model are available with distinct formulations, we treated each 
version as a separate model. In the following sections, we first examine the history of microbial model develop-
ment and the trend of the microbial processes incorporated. Then, we provide a comprehensive overview on each 
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of the microbial processes that substantially overlap across microbial models and their mechanis-
tic representations into SOC models. For each process, we include the mathematical equations 
adopted in the models and the environmental factors that influence them. Finally, we finish the 
review with the challenges associated with microbial models and some recommendations that 
would be beneficial for better model development in estimating SOC dynamics.

2. Historical Development of Microbial Models
Studies on the responses of organic matter (OM) decomposition to environmental factors have 
a long history, starting in the early 1930s (Manzoni & Porporato, 2009; Salter & Green, 1933; 
Wang & Allison, 2019), and SOC decomposition has been modeled as a first-order decay process 
since 1945 (Hénin & Dupuis,  1945). However, the integration of microbial biomass into the 
SOC model did not exist until the 1970s (Figure 1a), and one of the first SOC microbial models 
was developed in 1975 (Parnas, 1975). This model calculated litter decomposition as an explicit 
function of microbial biomass under the assumption that the decomposition of SOC is propor-
tional to the growth rate of the soil microbial community. This approach dynamically linked 
microbial and litter pools. The development of microbial models was slow during the late 20th 
century. Only eight microbial models were developed during the last 25 years of the 20th century 
(Figure 1b), and the treatment of microbial biomass was often indistinguishable from the active 
pool of conventional SOC models, such as in VERBERNE, GENDEC, DNDC, and RothC 
microbial models. Microbial models started to receive more attention, mainly after Schimel and 
Weintraub (2003) proposed the Reverse Michaelis-Menten kinetics derived from the Langmuir 
sorption isotherm theory and explicitly represented the extracellular enzyme (ENZ) pool in their 
model. Subsequently, several studies explored additional ecological interactions between micro-
organisms and SOC. For example, it was previously thought that the long-term persistence of 
SOC was because of the recalcitrant chemical property of SOC, such as humic substances that 
were considered large, complex macromolecules and the most stable component of SOC (Lützow 
et al., 2006). However, recent studies suggested that the recalcitrant components account for only 
a small fraction of total OM, and the molecular property alone does not control the persistence 
of SOC (Kleber & Johnson, 2010; Sutton & Sposito, 2005). Instead, mineral surfaces predom-
inantly influence the decomposition of SOC by altering SOC concentration and its mobilities 
(Greenland, 1965). Mineral particles in soil adsorb SOC onto its surfaces by forming various 
chemical bonds that prevent SOC accessibility from microbes (McGill et  al.,  1981; McLaren 
& Peterson, 1965), resulting in explicit consideration of the mineral interaction process in the 
models.

Likewise, relatively recent advances in microbiology and genomics uncovered that under natu-
ral environmental conditions, soil microbes exist in three physiological states: dead, alive, and 
dormant microbes (Gignoux et al., 2001; Mason et al., 1986; G. S. Wang et al., 2014). Thus, a 
significant increase in the trends of both the number of microbial models (Figures 1a and 1b) and 
the microbial processes controlling SOC decomposition was observed (Figure 1c). For example, 
22 and 36 microbial models were developed during the periods of 2007–2014 and 2015–2022, 
respectively (Figure 1a). Microbial processes such as microbial necromass recycling and dynamic 
active-dormant microbial states are relatively less studied than the microbial processes related to 
decomposition and mineral association because of our recent but still developing understanding 
of microbial physiological states and the limitation in the measurement of microbial necromass 
and its physiological states in situ (Figure 1c).

3. Model Representation of Microbial Processes
Early on, empirical fitting of a first-order model to SOC decomposition required multiple pools 
so that fractions of SOC decayed with different turnover rates (Minderman,  1968; Woolf & 
Lehmann, 2019). Such multipool models, derived from empirical results, reflect a conceptual 
paradigm that different types of SOC have different representative turnover rates. Although many 
microbial processes are suggested to be essential for controlling SOC cycling in the literature M
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(Lehmann et al., 2020; Schmidt et al., 2011), there is less agreement about the best mathematical formulations to 
represent these processes (Table 2; Sulman et al., 2018; Wieder, Allison, et al., 2015).

Our review of the 71 microbial models revealed that four microbial processes are widely incorporated into SOC 
models: microbial-mediated decomposition, mineral interaction, microbial necromass recycling, and active and 
dormant microbial dynamics (Figure 2a; Table 1). Among the 71 microbial models, 61 models consider microbial 

Figure 1. Historic development of microbial models since 1975 (a) and (b) and percentage of microbial models with 
consideration of major microbial processes (c). The percentage was calculated as the number of models considering each 
process divided by the total number of published models in each time period.
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biomass as a decomposer of SOC (Figure 2a). However, it should be noted that our study is not solely centered 
on the microbial models that represent microbial biomass as a decomposer of SOC. As a result, in the remaining 
10 models, although they simulate a distinct microbial biomass pool, the microbial biomass is not explicitly 
represented as a decomposer; instead, it functions as a substrate pool (see Section 3.1.1). Among the 71 microbial 
models, 28 models regulate the availability of SOC for decomposition by explicitly simulating SOC interaction 
with the mineral surface (mineral interaction). Herein, microbial necromass recycling, simulated by 9 out of 71 
models, refers to the formation of a microbial necromass pool resulting from the death of microbes. This pool 
follows a decomposition rate different from those other SOC pools. On the other hand, active-dormant dynamics 
(simulated by 10 out of 71 models) describe simultaneous changes in the physiology of microbial biomass in 
response to environmental stress (Figure 2a).

We noted that an individual model may not simulate all these four microbial processes. Instead, almost half of 
the models (48%) simulate only one microbial process, with microbial-mediated decomposition being the most 

Figure 2. Number of microbial models (a) with major processes incorporated into microbial models; (b) simulating the 
number of microbial processes.
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commonly simulated process, followed by microbial necromass recycling 
and mineral interaction (see Table 1). About 35% of models simulate two 
microbial processes simultaneously, and the most common combinations of 
the processes simulated are microbial-mediated decomposition paired with 
either mineral interaction or active-dormant microbial dynamics (Figure 2b; 
Table  1). In this section, we focus on the detailed analyses of these four 
microbial processes incorporated into most microbial models.

3.1. Microbial-Mediated Decomposition of SOC

Microbial-mediated decomposition is a critical process in the soil C cycle 
because it is the primary pathway through which CO2 fixed by plants is 
returned to the atmosphere (X. Zhang et  al.,  2022). Therefore, micro-
bial models have taken diverse approaches to represent the decomposition 
process (Figure 1c Table 2). There is a consensus among microbial models 
that microbes produce ENZ to degrade complex SOC into dissolved organic 
carbon (DOC) through catalysis, take up DOC, convert the assimilated C 
into microbial biomass for growth, and release CO2 through respiration 
(Sinsabaugh et al., 2008; X. Zhang et al., 2022). Two pathways are used to 
represent the decomposition of SOC: enzymatic-mediated and microbial 

biomass-mediated decomposition (Figure  2a; Table  1). The major difference between these two pathways is 
that enzymatic-mediated decomposition models simulate an explicit ENZ pool, assuming ENZ production is 
controlled by both substrate concentration and microbial community structure (Sistla et al., 2014) and directly 
couple SOC decomposition to the ENZ activity instead of microbial biomass (Table 2).

In contrast, there is no such an ENZ pool in microbial biomass-mediated decomposition models. Instead, they 
implicitly assume the enzymatic catalysis of SOC to drive the rate of SOC decomposition. We consider these 
pathways to be separate processes in our analyses to preserve the uniqueness of the model structures and the 
process representations (Figure 2a).

Further, we classified the microbial-mediated decomposition of SOC into six types based on the equations used: 
(a) zero-order, (b) first-order, (c) Forward Michaelis-Menten (FMM), (d) Reverse Michaelis-Menten (RMM), (e) 
Equilibrium Chemistry Approximation (ECA), or (f) Other (Figure 3a). Types 1 and 2 are linear-type, whereas 
types 3–6 are nonlinear models. These formulations differ functionally with different fundamental assumptions 
on whether the decomposition of SOC is limited by substrate availability, microbial biomass (or ENZ), or both, 
and on how these components are linked with decomposition. For example, formulations 1 (i.e., zero-order) 
and 2 (i.e., first-order) are represented by simple mathematical equations (consisting of only one parameter). In 
contrast, the nonlinear microbial model family (i.e., formulations 3–6) is represented by various complex math-
ematical equations with a large number of parameters. It is worth to note that more than 80% of the microbial 
models used nonlinear kinetics (formulations 3–6) to represent SOC decomposition (Figure 3b; Table 1).

3.1.1. Zero-Order Microbial Model

In the zero-order microbial model, SOC decomposition is not a function of microbial biomass, although the 
model simulates a discrete microbial biomass pool. Instead, microbial biomass is only incorporated in the 
model to represent a highly decomposable C pool that has a fast turnover rate. Hence, the formulation is termed 
zero-order with respect to microbial biomass, emphasizing the independence of SOC decomposition from micro-
bial biomass. SOC decomposition may be a function of the substrate as:

𝐷𝐷𝑐𝑐 = 𝑘𝑘𝑘𝑘 (1)

where Dc is the rate of decomposition of C, S is the substrate of SOC, and k is the coefficient of the decomposition 
rate.

Of the 71 models we reviewed, 10 models simulate microbial biomass as one (e.g., FOND, GENDEC, LIDEL, 
MEMS v1.0, MOMOS, RothC, and VERBERNE) or more components (e.g., bacteria and fungi pools in 
MySCaN, protected and unprotected microbial C in SOCRATES, labile and resistant microbial C in the DNDC 

Figure 3. Number of microbial models (a) adopted various SOC 
decomposition reaction mechanisms; (b) representing linear and nonlinear 
decomposition kinetics.
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model) of the SOC pool (Figure 3a). However, the microbial component is only taken as a substrate of decompo-
sition rather than as a decomposer that could modify the rates of decomposition in these models. Thus, the SOC 
decomposi tion reaction rate becomes zero-order with respect to microbial biomass (Equation 1). This formula-
tion is similar to the conventional SOC models in which each substrate with specific quality has its own microbial 
community associated with it, and the microbial community is presumably in equilibrium with the substrate 
most of the time. Therefore, decomposition is only limited by substrate (S) (McGill & Myers, 1987; Wutzler & 
Reichstein, 2008). Furthermore, the contribution of soil microbes to SOC decomposition is implicitly included in 
decomposition coefficients of difference C pools that determine the apparent decomposition rate (McGill, 1996; 
Paustian, 1994) when a model is parameterized. Due to this treatment of soil microbes, models are independent 
of temporal and spatial variations in the soil microbial community and may lack the flexibility to simulate the 
effects of land-use or climate change that impact soil microbial biomass and activities, which may alter SOC 
decomposition (Fang et al., 2005).

3.1.2. First-Order Microbial Model

In the first-order microbial models, the decomposition of SOC depends linearly on the size of the micro-
bial biomass pool (Equation 1 in Table  2). Only 3 of the 71 microbial models (Barot, Blagodastsky, and 
SYMPHONY models) used first-order kinetics for microbial biomass (Figure 3a), as the assumption of this 
type of model, that is, the substrate is the only limiting factor for SOC decomposition was questioned in the 
Barot model and later was adopted in Blagodastsky and SYMPHONY models (Blagodatsky et  al.,  2010; 
Fontaine & Barot, 2005; Perveen et al., 2014). These models consider that the decomposition of recalcitrant 
SOC is limited by the ENZs instead of the quantity of substrate and assume that the quantity of ENZ is 
proportional to the size of the microbial biomass pool. The SOC decomposition increases linearly with the 
size of the microbial pool (Equation 1 in Table 2), resulting in first-order kinetics with respect to the microbial 
biomass.

3.1.3. Forward Michaelis-Menten

The first-order (linear) models have been challenged on the grounds that SOC breakdown depends on the amount 
of SOC as well as on microbial components (Fang et al., 2005; Schimel & Weintraub, 2003), thus resulting in 
nonlinear decomposition rates. The tight coupling between the substrate and biological processes is necessary, in 
particular, when modeling short-term C and N dynamics (Blagodatsky et al., 1998), even it might also be relevant 
in medium-term (Whitmore, 1996) and long-term analyses (Smith et al., 1998). Based on the assumption that 
the decomposition rate of SOC is limited by the substrate or the microbial pool (or the enzyme pool), various 
mathematical equations were used to describe the decomposition of SOC (Table 2).

The FMM kinetics assumes that substrate availability is the rate-limiting factor in decomposition, that is, the 
decomposition rate saturates as the substrate available for decomposition rises (Wieder, Allison, et al., 2015). 
In FMM kinetics, the SOC decomposition rate varies linearly with the microbial biomass (or enzyme pool) and 
nonlinearly with the substrate. Currently, the representation of SOC decomposition in microbial models is domi-
nated by FMM kinetics: 31 out of 71 microbial models (∼44%) used the FMM kinetics for SOC decomposition 
(Equations 2–6 in Table 2).

3.1.4. Reverse Michaelis-Menten

In contrast to FMM kinetics, in RMM kinetics, the decomposition reaction rate changes linearly with the amount 
of substrate and saturates with the enzyme pool (or microbial biomass) (Schimel & Weintraub,  2003). The 
assumptions underlying the RMM kinetics are (a) the size of the SOC pool is sufficiently large such that the 
amount of ENZ (or microbial biomass), rather than the substrate, is the rate-limiting factor for SOC decomposi-
tion, (b) the maximum binding capacity of enzymes is proportional to the concentration of the substrate, and (c) 
the resulting decomposition rate is proportional to the amount of bound enzyme (Moorhead & Weintraub, 2018; 
Schimel & Weintraub, 2003). The Averill model, CMAX framework, COMISSION, EC1, EC2, EcoSMMARTS, 
EEZY, JSM, Manzoni, Millennial v2.0, MIMICS-2, NCSOIL, Schimel model, and SOMic v1.0 models have 
all adopted RMM kinetics for the SOC decomposition (Tables 2). However, some of these models, such as the 
CMAX framework, COMISSION, CORPSE, JSM, Manzoni, Millennial v2.0, MIMICS-2, NCSOIL, and SOMic 
v1.0, do not separately simulate the ENZ pool but instead assume that ENZ production linearly depends on 
microbial biomass because it is challenging to measure ENZ production and these models focus on simulating C 
pools that are measurable.
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3.1.5. Equilibrium Chemistry Approximation

ECA is a relatively new decomposition mechanism proposed by Tang and Riley (2013). It was derived from the 
first-order approximation of the full equilibrium chemistry formulation of a consumer-substrate network that can 
account for multiple consumers (i.e., microbes and minerals) and multiple substrates as:

𝐷𝐷𝑐𝑐 =

𝑉𝑉max ∗ 𝑆𝑆 ∗ 𝐸𝐸

𝑘𝑘𝑚𝑚 + 𝑆𝑆 + 𝐸𝐸
 (2)

where Vmax is the maximum decomposition rate, km is the half-saturation constant, S is the substrate, and E is the 
ENZ concentration.

The assumptions underlying the ECA kinetics are (a) there is no binding between substrates or between consum-
ers, and (b) once an enzyme-substrate complex is formed, it will not bind with another substrate or consumer to 
form new complexes (Tang & Riley, 2013). Equation 2 demonstrates a reaction that has only one enzyme inter-
acting with one substrate.

It should be noted that the decomposition rate in Equation 2 becomes FMM when the substrate changes signifi-
cantly while the enzyme concentration is much lower than the substrate, such that km + E is almost constant. On 
the other hand, when the substrate concentration is much higher than the enzyme concentration, such that the 
microbial process barely changes the total substrate concentration in the temporal window of interest, km + S is 
almost constant, and Equation 2 is reduced to RMM (Tang & Riley, 2013). ReSOM and its subsequent versions, 
DAMM-MCNiP and ORCHIMIC v1.0, used the ECA mechanism (Equations 7, 13–14 in Table 2).

3.1.6. Other Mechanisms

Although the mechanisms mentioned above are the most commonly used in microbial models, some alterna-
tive mechanisms have been used in some instances. For example, CORPSE, Phoenix, and SOMKO models use 
microbial density-dependent SOC decomposition and assume that the high ratio of microbial C to structural C 
slows down the activity of microbes because of increased competition among microbes for nutrients and space 
(Gignoux et al., 2001; McGill et al., 1981) or that decomposition rate does not increase with further increase in 
microbial biomass due to substrate limitation (Sulman et al., 2014) (Equations 12, 15–16 in Table 2). Subse-
quently, to avoid such a heavy nonlinear model parameterization and also assuming the low concentrations of 
SOC, some models (e.g., C-Stability and MiCNiT) use a multiplicative expression that still couples microbes and 
SOC, and with the decomposition of SOC varying linearly with both microbial biomass and substrate (Equation 
17 in Table 2) (Manzoni & Porporato, 2007). Furthermore, a recent study (Liao et al., 2022) was conducted to 
understand the most probable mechanisms behind the observed nonlinear patterns of lignin decomposition. The 
study reported that neither the conventional nor FMM nonlinear models could capture the observed nonlinear 
patterns of lignin decomposition (W. Huang et al., 2019) well. Instead, the data-driven approach revealed that 
time-dependent growth and mortality functions expressed by logistic equations in the microbial-iron (MiFe) 
model better represented the observed CO2 release from lignin decomposition than models assuming either 
first-order or FMM (Equation 18 in Table 2).

3.2. Mineral Interaction

SOC interaction with mineral surfaces is a critical process for the stabilization of SOC because plant-derived and 
microbially derived SOC can be protected from decomposition through the formation of complex organo-mineral 
interactions (Abramoff et al., 2019). Sorption and desorption are the two processes that regulate the amount of 
DOC available to microbes for decomposition (Y. Huang et al., 2018). The majority of SOC models simulate 
the mineral interaction implicitly by modifying the SOC decomposition rate with an empirical factor based on 
the clay fraction (Abramoff et al., 2019; Coleman & Jenkinson, 1996; Sulman et al., 2014; Wieder et al., 2013). 
However, it is becoming increasingly clear that the persistence and decomposition of SOC are interconnected 
with the physical environment, organic-mineral interactions, and both local biotic and abiotic factors (Newcomb 
et al., 2017). In addition, a significant proportion of stable SOC is derived from simple C rather than chemically 
resistant compounds (Cotrufo et al., 2013), suggesting molecular structure alone does not control the long-term 
stability of SOC (Schmidt et al., 2011). Sorption is a rapid process that occurs within seconds to minutes and thus 
occurs more rapidly than microbial-mediated decomposition (Kothawala et al., 2008; Qualls & Haines, 1992). 
Therefore, the long residence time or the stabilization of SOC are commonly attributed to an interaction between 
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DOC, microbially derived C, or intact plant compounds with mineral surfaces, which provide reactive sites 
for physical and chemical stabilization, thus preventing degradation of SOC by microbes (Grant et al., 2022; 
Kleber et al., 2007, 2015; Lehmann & Kleber, 2015; Schmidt et al., 2011). Factors influencing the formation and 
stability of protected C include the chemistry of OM, texture, and structure of soils, physicochemical properties 
and abundance of soil minerals, pH, the ionic strength of the soil water, temperature, and moisture (Abramoff 
et al., 2018; Feng et al., 2016).

In our analysis, 28 out of 71 microbial models explicitly represent the mineral interaction with SOC (Figure 2a; 
Table 1). However, not all of these 28 models explicitly simulate the sorption and desorption processes simultane-
ously. For example, CORPSE, FOND, MEMS, MIND, and VERBERNE do not explicitly represent desorption; 
instead, they simulate the net sorption of C to mineral surfaces, meaning that when the mineral-associated organic 
matter (MAOM) pool reaches saturation, the net transfer of C from DOC to MAOM can be negative, that is, C is 
transferred from MAOM to DOC (Equations 20, 22, 24, 31 in Table 2).

Environmental and biotic controls on sorption vary greatly among models. Factors considered that could influ-
ence the sorption process include DOC (or SOC), MAOM, maximum sorption capacity (Qmax, depending on 
clay and silt content), soil temperature and moisture, and microbial necromass (i.e., mass from microbial death 
and subsequent lysis and fragmentation of microbes). In most microbial models, the maximum sorption of SOC 
depends on the amount of DOC available, the availability of sorption sites, and the sorption capacity (Equations 
19–34 in Table 2). Thus, the rate of SOC sorption increases when the DOC content is higher and the sorption 
sites are unoccupied. In addition, models such as JSM, Millennial, and ORCHIMIC (v1.0 and v2.0) introduced 
temperature modifiers for the sorption process (Equations 23, 26, 32 in Table 2). Only JSM and Millennial (both 
versions) models simulated the effect of soil moisture on the sorption process (Equations 23, 26–27 in Table 2). 
In most of the microbial models that simulate mineral interaction, particulate organic carbon (POC) and DOC 
compete for the mineral surfaces. However, in some microbial models, such as FOND, Millennial (both versions), 
MIMICS (v1-4), and MIND, microbial necromass also competes for the mineral surfaces (Equations 22, 26–31 
in Table 2).

Environmental and biotic controls on desorption also vary among models but in less complex ways than their 
controls on sorption. Microbial models such as COMISSION, JSM, MEND, MEND_dor, Millennial (both 
versions), MIMICS(v1-v6), MIND, ORCHIMIC (v1.0 and v2.0), and SOMic v1.0 explicitly represented the 
desorption process (Equations 19, 23, 25–30, 32, 34 in Table 2). The desorption mainly depends on the amount 
of C sorbed to the mineral surfaces and Qmax. However, some models modulate the desorption process by adding 
temperature (JSM, Millennial, and ORCHIMIC (v1.0 and v2.0) or moisture functions (JSM, Millennial, and 
Millennial v2.0).

3.3. Microbial Necromass Recycling

Although the microbial models reviewed in this study consider the carbon pool of microbial biomass separately 
and simulate microbial decay (mortality) as a first-order process, most microbial models reviewed do not explic-
itly represent the microbial necromass pool with a different decomposition rate from plant residue.

The microbial necromass pool mainly consists of microbially derived SOC, such as dead microbes and extracel-
lular compounds released from the dead microbes, that has a faster decomposition rate than the plant residues (Y. 
Huang et al., 2018). For example, in the MIND model, a separate microbial necromass pool is simulated with a 
different decomposition rate from plant residue. In contrast, in a model such as the Millennial model, a fraction 
of microbial necromass and plant residues (such as root exudates and leaf leachate) enter into the same C pool, 
that is, low molecular weight carbon, which follows the same decomposition pattern (Abramoff et al., 2018). 
Several studies reported that soil microbes have different structural and chemical compositions from plant litter, 
which could result in their different decomposition rates (Kögel-Knabner, 2002; Liang et al., 2017). For example, 
the global mean C:N ratio of microbial biomass (∼7) (X. Xu et al., 2013) is much lower than that of plant litter 
(∼53) (Yuan & Chen, 2009), which may cause decoupling of C and N if microbes prioritize SOC with high 
N content to meet their demands. Consequently, the microbial assimilation of high N-containing SOC for the 
growth of microbial biomass may lead to different decomposition rates between microbial necromass and plant 
residues because of varying chemical structures and characteristics of microbially derived and plant-derived 
SOC (Kögel-Knabner, 2002; Liang et al., 2017). For example, in the GENDEC model, the decomposition rate 
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of microbial necromass is higher than that of the plant residues because the N-content of microbial necromass is 
relatively higher than that of the plant residues (Moorhead & Reynolds, 1991).

Although the C pool size of active microbial biomass in the soil is minimal (<5% of total SOC, Dalal, 1998), 
microbial necromass may accumulate over a long period of time, and it can contribute to a significant proportion 
of SOC if (a) the turnover rate of microbial biomass is higher than the input rate of plant litter (Liang et al., 2011; 
Simpson et al., 2007; Zhu et al., 2020), (b) the chemical composition of microbial necromass is not labile, (c) 
mineral matrix of the soil protects microbially derived SOC (Dwivedi et al., 2017; Mikutta et al., 2006; Miltner 
et al., 2012; Torn et al., 1997). According to previous studies, the contribution of microbial necromass to SOC can 
range from 24% to 80% of SOC (Khan et al., 2016; Liang & Balser, 2011; Liang et al., 2019; Miltner et al., 2012). 
Therefore, the role of microbial necromass in the formation of SOC cannot be ignored when considering micro-
bial biomass as a decomposer in microbial models (Fan et al., 2021; Kögel-Knabner, 2002).

It is widely known that different microbial groups differ in their chemical composition. For instance, the cell 
walls of fungi are composed of a high proportion of recalcitrant polymers (e.g., protein and melanin), whereas 
bacterial cell walls are made up of carbohydrates (Kögel-Knabner, 2002). However, despite the differences in the 
cell wall composition of microbial groups, the decomposition rates of necromass of different microbial groups in 
the soil have been found to be similar (Throckmorton et al., 2012). In our review, we found 9 out of 71 microbial 
models, including CORPSE, EcoSMMARTS, FOND, GENDEC, JSM, Kaiser, LIDEL, MIND, and MOMOS, 
explicitly represent a separate microbial necromass pool under the assumption that the decomposition of micro-
bial necromass is similar among different microbial groups, but different from that of plant residues. However, 
the mechanistic representation of microbial necromass in a microbial model still poses some challenges discussed 
in Section 5.2.

3.4. Active and Dormant Microbial Dynamics

In a given environment, at any given time, microorganisms can be in any physiological state: active, dormant, 
or dead (Mason et al., 1986). Therefore, distinguishing these states in the microbial models may be important 
to modeling SOC accurately. The active fraction of microbial communities play a significant role in ecologi-
cally important processes like SOC decomposition and nutrient cycling (Blagodatsky et al., 2000). However, 
when environmental conditions are unfavorable for growth, for example, when there is not enough substrate, 
microbes may reduce metabolic activities from low to zero to prevent biomass loss and may enter into dormant 
states (Lennon & Jones, 2011; Stolpovsky et al., 2011). The dormant microbes do not play the same roles as 
those active microbes, and dormancy is considered an evolutionary strategy that preserves genotypes until condi-
tions improve to allow replication (Price & Sowers,  2004). The maintenance cost of C in dormant microbes 
can be two to three orders of magnitude lower than that of metabolically active microorganisms (Anderson & 
Domsch, 1985a, 1985b).

It is important to represent active versus dormant microbes in microbial models to accurately simulate SOC 
dynamics, given the variations in substrate and environmental conditions over time and space. With seasonal vari-
ations in substrate availability, temperature, and moisture, many soils have slow SOC turnover rates. Even when 
some resources are abundant at a time, the spatial and temporal complexity of soils may lead to disproportionate 
distributions of other potentially limited resources, which can dramatically increase the dormancy rates. High 
dormancy rates may be a defining characteristic of soil systems when spatial and temporal complexity is paired 
with various resource distributions across species within a community. Therefore, an understanding of dormancy 
could improve the prediction on how active microbes contribute to ecosystem processes like decomposition and 
nutrient cycling (Blagodatsky et al., 2000; G. S. Wang et al., 2014).

Despite the potential importance, it is challenging to study microbial dormancy because there is no single method 
available to measure individual microbial physiological states: active, dormant, or dead simultaneously; instead, 
a combination of various techniques has been used to quantify microbial states (G. S. Wang et al., 2014). In 
microbial models, generally, there are two methods used to depict physiological states (G. S. Wang et al., 2014): 
one is to separate total live microbial biomass into two pools: active and dormant (Table  1), and another is 
to directly regard the active fraction (i.e., a ratio of active to total live microbial biomass) as a state variable 
(Blagodatsky et al., 1998). However, despite the limited ability to distinguish between active, dormant, and dead 
microbial biomass, a wealth of studies suggest that in a given microbial community, the majority of microbes 
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may be dormant under natural circumstances (Blagodatsky et  al., 2000; Yarwood et  al., 2013). For example, 
in a Typic Argiudoll soil from Argentinean Pampa, only 3.8%–9.7% of total microbial biomass is in the active 
state (Alvarez et  al.,  1998). Similarly, only 0.02%–19.1% and 9.2%–24.2% of total microbial biomass are in 
active states in the subkurgan paleosoils of different ages and modern background soils, respectively (Khomutova 
et al., 2004). Other studies reported that under natural soil conditions, the fraction of active microbial biomass is 
usually below 50% of total live microbial biomass (Lennon & Jones, 2011; Stenstrom et al., 2001; Van de Werf 
& Verstraete, 1987). Thus, not including dormancy from the microbially driven ecosystem processes could result 
in inaccurate estimates of total live microbial biomass, leading to inaccuracies in model parameterization and 
forecasts of SOC (G. S. Wang et al., 2014).

In our review, only 10 out of 71 models explicitly simulate microbial transformation between active and dormant 
states (Brangarí et al., 2020; Gignoux et al., 2001; He et al., 2015; Y. Huang et al., 2018; Y. Huang et al., 2021; 
Liu et al., 2019; G. S. Wang et al., 2015; K. Wang et al., 2017; Zha & Zhuang, 2020; X. Zhang et al., 2022; 
Table 1). SOMKO is one of the first microbial models that distinguish active and dormant microbial biomass 
(Gignoux et al., 2001). In SOMKO, the direction of net flux from the active to the dormant state depends on the 
maintenance requirement relative to substrate availability. If the substrate availability is less than the maintenance 
requirement, there is a positive net flux from the active to the dormant pool and vice versa. Later, MEND_dor 
introduced the rates of dormancy and reactivation of microbial biomass (G. S. Wang et al., 2014) into the MEND 
model (Wang et al., 2013). Following G. S. Wang et al. (2013), a few more microbial models were developed 
by adopting the MEND_dor dormancy framework to simulate SOC decomposition. For example, ORCHIMIC 
(v1.0 and v2.0) and TRIPLEX_Microbe microbial models have incorporated the MEND_dor dormancy frame-
work along with the following assumptions: (a) the dormancy (𝐴𝐴 𝐴𝐴𝑎𝑎→𝑑𝑑 ) and reactivation rates (𝐴𝐴 𝐴𝐴𝑑𝑑→𝑎𝑎 ) are propor-
tional to the active and dormant biomass pool sizes, respectively; (b) when substrate concentration is very high, 

𝐴𝐴 𝐴𝐴𝑎𝑎→𝑑𝑑 → 0 and 𝐴𝐴 𝐴𝐴𝑑𝑑→𝑎𝑎 ≥ 0 ; (c) when substrate concentration is very low, 𝐴𝐴 𝐴𝐴𝑎𝑎→𝑑𝑑 ≥ 0 and 𝐴𝐴 𝐴𝐴𝑑𝑑→𝑎𝑎 → 0 ; and (d) both 
transformation processes are governed by the maximum specific maintenance rate for active microbes since the 
maintenance energy cost is the critical factor determining the dormancy strategy (Lennon & Jones, 2011; G. 
S. Wang et al., 2014). Unlike the above-mentioned microbial models that consider the substrate dependence of 
dormancy, the microbial dormancy in the microbial models DORMANCY 2.0, EcoSMMARTS, and MESDM 
is also affected by soil moisture content (Table 2). Such microbial models were developed to simulate the soil 
respiration in soil moisture-limited conditions to capture the drying-rewetting effect (i.e., Birch effect) under the 
assumptions that the soil water content determines the overall microbial performance and changes in soil water 
content can alter the physiological state of a portion of the microbes (Brangarí et al., 2020; X. Zhang et al., 2022).

4. Environmental Control on Microbial Processes
Many environmental factors affect microbial processes, including soil temperature, moisture, pH, redox poten-
tial, and oxygen availability. This review mainly focuses on soil temperature, moisture, and pH because they are 
commonly incorporated into microbial models (Table 3). Among the 71 models we reviewed, 41 include temper-
ature, 26 include soil moisture, and 7 include pH.

Temperature. In the microbial models, the temperature dependency of microbial processes was simulated using 
four mathematical functions: (a) Q10 functions, (b) Arrhenius functions, (c) Generalized Poisson function, and 
(d) Arctangent function. Of these functions, the Arrhenius function is most widely used among most microbial 
models, followed by the Q10 function. The Arrhenius function represents an increase in SOC decomposition with 
temperature and dependence on substrate quality through the activation energy (X. Zhang et al., 2014). Only the 
SOMic v1.0 model was found to use a Generalized Poisson function, which is taken from the CENTURY model, 
determined by fitting data from an incubation experiment conducted in the laboratory in which cellulose was 
labeled and decomposed at three different temperatures (Burke et al., 2003; Parton et al., 1987; Sorensen, 1981). 
In addition, only the Millennial model uses the arctangent function, the temperature response function from the 
DAYCENT model, which predicts a decline in temperature sensitivity with increasing temperature (Abramoff 
et al., 2018).

Moisture. Modeling the response of microbial communities to pulse moisture dynamics is challenging because 
moisture controls complex physical and biological interactions in soil and has significant direct and indirect 
impacts on the decomposition rates (Lawrence et al., 2009). Soil moisture is a critical factor controlling SOC 
decomposition because, at high water content, O2 becomes a limiting factor, whereas, at low water content, 
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diffusion is constrained by thin and discontinuous water films (Abramoff et al., 2017; 
Abs & Ferrière, 2020; Sihi et al., 2018). Diverse mathematical functions were used 
to represent the responses of microbial processes to soil moisture; for example, the 
moisture response variables vary widely by including the function of soil water 
potential, water holding capacity, or soil water content (Table 3).

pH. A small number of microbial models consider the effect of soil pH on microbial 
processes. Soil pH has a significant impact on mineral surfaces and SOC availability 
to microbes. At high pH, the sorption capacity of mineral surfaces is reduced dras-
tically, which means that less SOC will be sorbed on the mineral surfaces, and most 
of the SOC will be available to microbes for decomposition (Abramoff et al., 2022).

5. Challenges and Recommendations
Despite the diverse representations of microbial processes and appropriate simula-
tions of the microbial responses to perturbations by microbial models, conventional 
SOC models remain the backbone of SOC modeling in most applications, includ-
ing in most ESMs (Woolf & Lehmann, 2019). Moreover, the microbial models were 
intended to represent the SOC dynamics better than the conventional SOC model 
(Y. P. Wang et al., 2014) with the belief that microbial models may be appropriate 
to describe the C cycling under variable environmental conditions (Schimel, 2001; 
Schimel & Weintraub, 2003). However, it poses several challenges, such as the lack 
of experimental evidence for the rate-limitation processes, the lack of observational 
data to constrain model parameters, and the spin-up problem in microbial models, 
which will be discussed in this section. Finally, we finish it by providing some recom-
mendations for future model improvements.

5.1. Experimental Evidence for Rate-Limitation Processes in Microbial 
Models

It is known that SOC is decomposed mainly as a result of ENZ produced by microbes, 
and it has been demonstrated that microbes can degrade almost all SOC, irrespec-
tive of the chemical composition of SOC, if it is physically accessible to microbes 
(Kleber, 2010; Lützow et al., 2006; Woolf & Lehmann, 2019). Microbial models are 
mainly based on the assumption that the SOC decomposition rate is limited by either 
microbial biomass or ENZ, or both (Allison et  al.,  2010). However, a few studies 
reported that in soil, microbial activities do not limit the rate of SOC decomposition; 
instead, abiotic processes are rate-limiting (Kemmitt et al., 2008). A common way 
for abiotic processes to control SOC decomposition is through physical protection 
that limits microbial access to substrates (Dungait et al., 2012; Kemmitt et al., 2008; 
Schimel & Schaeffer,  2012). In contrast, a core assumption of conventional SOC 
models is that the biomass of microbes and their enzyme production never limit 
microbial processes, and microbial communities will always rapidly adapt to the 
available substrate and subsidence of environmental stress (Schimel, 2001). Thus, it 
is imperative to conduct experimental studies to examine the assumption on the rate 
limitation processes by microbial biomass or enzyme activity.

5.2. The Lack of Observational Data to Estimate Model Parameters

A lack of observational data is one of the most significant constraints to the vali-
dation of mechanistic descriptions of microbial processes and the parameterization 
of microbial models. Model development and data collection are generally separate 
activities, and their integration is critical for the advancement of science (De Kauwe 
et  al.,  2014; Luo et  al.,  2012; Peng et  al.,  2011; X. Xu et  al.,  2016). In addition, 
the performance of a model is usually assessed by comparing simulations against M
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a set of empirical observations derived from independent experiments (Moorhead & Sinsabaugh, 2006). When 
processes are made explicit rather than implicit, it is essential to test the validity of those assumptions against 
the reality provided by data (Schimel, 2001). However, the incorporation of microbial processes increases the 
complexity of models and enlarges the number of model parameters, which can be challenging to empirically 
measure. For example, FMM, RMM, and ECA kinetics use two kinetic parameters, the maximum specific reac-
tion rate (Vmax) and half saturation constant (Km). There are very few estimates of the Km for enzyme pools in 
explicitly enzyme-represented microbial models (Lawrence et al., 2009; Moorhead & Sinsabaugh, 2006) or of 
the Vmax or Km for substrates (G. S. Wang et al., 2013). In addition, observational data of pool size is critical to 
constrain rate processes (T. Xu et al., 2006). However, the inability to simultaneously measure active, dormant, 
and dead microbial biomass in situ (see Section 3.4) and difficulty in differentiating microbial necromass C from 
nonmicrobial C (Liang et al., 2019) present challenges in validating these processes. Similarly, the measurement 
and evaluation of the stability of various SOC-mineral interactions in different soils are challenging due to diffi-
culty with the fractionation of SOC bound to different minerals in situ (Lützow et al., 2006). Therefore, most 
of the parameter values used by microbial models are primarily laboratory-based (Sulman et al., 2014; Wieder 
et al., 2013; Wieder, Allison, et al., 2015; Wieder, Grandy, et al., 2015) or assumed by the researchers (G. S. 
Wang et al., 2013). While laboratory data provide valuable insights into microbial processes under controlled 
conditions and help to constrain model parameters, challenges remain in understanding the effects of real-world 
environmental conditions or land management practices on the parameters related to microbial processes. As 
model parameterization is one of the three elements toward realistic model predictions (Luo & Schuur, 2020), the 
research community needs to collect observational data for estimating model parameters.

5.3. The Spin-Up Problem in Microbial Models

Setting up initial values of all C pools is crucial before a model can be used for any analyses (Xia et al., 2012). These 
initial values can be estimated based on observations (Luo & Reynolds, 1999) or assumed to be at a steady state. The 
steady state is usually achieved by spin-up methods that perform long model simulations for a long time until there is 
no trend of change in pool sizes over multiple years of repeated climate forcing (M. Shi et al., 2013). Several spin-up 
approaches have been used, including accelerated decomposition, native dynamics, and semi-analytical steady-state 
solutions. Attaining a steady state is computationally expensive, particularly for global model simulations and when 
integrating more biogeochemical processes (Thornton & Rosenbloom, 2005), and these approaches have yet to be 
tested on microbial models. Recently, an analytical steady-state solution has been developed and applied to micro-
bial models to substantially reduce the computation cost of spin-up (Georgiou et al., 2017; Tao et al., 2023).

5.4. Potential Improvements of Microbial Models

While the incorporation of microbial processes increases model complexity, several strategies can reduce the 
mismatch between model complexity and observational data. First, we need targeted, precise data collection strate-
gies because more data does not necessarily contribute to a better-constrained model (Keenan et al., 2013; Richardson 
et al., 2010). Additionally, to achieve reliable predictions of SOC dynamics, it is crucial to validate models against 
independently collected long-term time-series datasets (Le Noë et al., 2023). This approach could help optimize the 
accuracy and reliability of model predictions. Thus, coordinated efforts between modelers and empiricists can return 
data maximally useful to constrain a model. Second, inaccurate parameterization is emerging as one of the major 
causes of mismatches between models and data (Luo & Schuur, 2020). Therefore, model improvements should 
include optimization algorithms that calibrate model parameters with data, such as data assimilation techniques 
(Luo et al., 2016; Wang & Chen, 2013). Third, an alternative approach is model complexity reduction techniques 
that can simplify complex models without the loss of key model processes or the ability to integrate empirical 
data. Some commonly used model complexity reduction techniques include conversation analysis, nondimension-
alization, model decomposition (Snowden et al., 2017), and Manifold Boundary Approximation Method (MBAM) 
(Transtrum & Qiu, 2014). For example, a recent study applied the MBAM technique to a highly complex microbial 
model to demonstrate the systematic reduction of model complexity to match the information content of different 
datasets and thereby could explain fundamental controlling mechanisms in each data set (Marschmann et al., 2019).

6. Summary
During the past three decades, SOC models have increasingly considered microbial controls on C cycling. 
Although the first microbial model was developed in the 1970s, our review shows that the majority of microbial 
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models were developed after 2000, likely in sync with the accelerated innovation of molecular techniques to study 
soil microbes. Most microbial models incorporated one or more of four microbial processes: microbial-mediated 
decomposition, mineral interactions, microbial necromass recycling, and active and dormant microbial dynamics. 
Among the four processes, microbial necromass recycling and dormancy were the least studied. The 71 microbial 
models reviewed mostly incorporated the three major environmental factors: soil temperature, moisture, and pH 
on the sorption capacity of minerals and/or SOC availability to microbes.

The diversity in mathematical equations and parameterization implies the presence of challenges in translating 
the theoretical understanding of microbial processes into models. Alternative to the approaches primarily based 
on conceptual and theoretical understanding, microbial models and their parameterization can be directly derived 
from experimental data (i.e., data-driven modeling approach). For example, the microbial-iron (MiFe) interactive 
model was developed from laboratory soil incubation data sets by testing three alternative model structures and 
parameter estimation with data assimilation (Liao et al., 2022). Future development of microbial models could 
benefit from coordinated research between modelers and empiricists to use empirical data to constrain the model 
structure and parameters and use models to guide experimental studies. Moreover, future research may employ 
statistically rigorous methods, such as data assimilation, to improve the model performance by optimizing param-
eterization and selecting alternative model structures.

Data Availability Statement
No data were used in producing this manuscript; materials in the figures and tables are properly cited and referred 
to in the reference list.

References
Abramoff, R. Z., Davidson, E. A., & Finzi, A. C. (2017). A parsimonious modular approach to building a mechanistic belowground carbon and 

nitrogen model. Journal of Geophysical Research: Biogeosciences, 122(9), 2418–2434. https://doi.org/10.1002/2017JG003796
Abramoff, R. Z., Guenet, B., Zhang, H., Georgiou, K., Xu, X., Viscarra Rossel, R. A., et al. (2022). Improved global-scale predictions of soil 

carbon stocks with Millennial Version 2. Soil Biology and Biochemistry, 164, 108466. https://doi.org/10.1016/j.soilbio.2021.108466
Abramoff, R. Z., Torn, M. S., Georgiou, K., Tang, J., & Riley, W. J. (2019). Soil organic matter temperature sensitivity cannot be directly inferred 

from spatial gradients. Global Biogeochemical Cycles, 33(6), 761–776. https://doi.org/10.1029/2018GB006001
Abramoff, R. Z., Xu, X., Hartman, M., O’Brien, S., Feng, W., Davidson, E., et al. (2018). The millennial model: In search of measurable pools 

and transformations for modeling soil carbon in the new century. Biogeochemistry, 137(1), 51–71. https://doi.org/10.1007/s10533-017-0409-7
Abs, E., & Ferrière, R. (2020). Modeling microbial dynamics and heterotrophic soil respiration. In Biogeochemical cycles (pp. 103–129). Amer-

ican Geophysical Union. https://doi.org/10.1002/9781119413332.ch5
Ahrens, B., Braakhekke, M. C., Guggenberger, G., Schrumpf, M., & Reichstein, M. (2015). Contribution of sorption, DOC transport and micro-

bial interactions to the 14C age of a soil organic carbon profile: Insights from a calibrated process model. Soil Biology and Biochemistry, 88, 
390–402. https://doi.org/10.1016/j.soilbio.2015.06.008

Allison, S. D. (2012). A trait-based approach for modelling microbial litter decomposition. Ecology Letters, 15(9), 1058–1070. https://doi.
org/10.1111/j.1461-0248.2012.01807.x

Allison, S. D., Wallenstein, M. D., & Bradford, M. A. (2010). Soil-carbon response to warming dependent on microbial physiology. Nature 
Geoscience, 3(5), 336–340. https://doi.org/10.1038/Ngeo846

Alvarez, C. R., Alvarez, R., Grigera, S., & Lavado, R. S. (1998). Associations between organic matter fractions and the active soil microbial 
biomass. Soil Biology and Biochemistry, 30(6), 767–773. https://doi.org/10.1016/S0038-0717(97)00168-5

Amelung, W., Bossio, D., de Vries, W., Kogel-Knabner, I., Lehmann, J., Amundson, R., et al. (2020). Towards a global-scale soil climate mitiga-
tion strategy. Nature Communications, 11(1), 5427. https://doi.org/10.1038/s41467-020-18887-7

Anderson, T.-H., & Domsch, K. H. (1985a). Maintenance carbon requirements of actively-metabolizing microbial populations under in situ 
conditions. Soil Biology and Biochemistry, 17(2), 197–203. https://doi.org/10.1016/0038-0717(85)90115-4

Anderson, T. H., & Domsch, K. H. (1985b). Determination of ecophysiological maintenance carbon requirements of soil-microorganisms in a 
dormant state. Biology and Fertility of Soils, 1(2), 81–89. https://doi.org/10.1007/BF00255134

Averill, C. (2014). Divergence in plant and microbial allocation strategies explains continental patterns in microbial allocation and biogeochem-
ical fluxes. Ecology Letters, 17(10), 1202–1210. https://doi.org/10.1111/ele.12324

Blagodatsky, S., Blagodatskaya, E., Yuyukina, T., & Kuzyakov, Y. (2010). Model of apparent and real priming effects: Linking microbial activ-
ity with soil organic matter decomposition. Soil Biology and Biochemistry, 42(8), 1275–1283. https://doi.org/10.1016/j.soilbio.2010.04.005

Blagodatsky, S., Grote, R., Kiese, R., Werner, C., & Butterbach-Bahl, K. (2011). Modelling of microbial carbon and nitrogen turnover in soil with 
special emphasis on N-trace gases emission. Plant and Soil, 346(1–2), 297–330. https://doi.org/10.1007/s11104-011-0821-z

Blagodatsky, S. A., Heinemeyer, O., & Richter, J. (2000). Estimating the active and total soil microbial biomass by kinetic respiration analysis. 
Biology and Fertility of Soils, 32(1), 73–81. https://doi.org/10.1007/s003740000219

Blagodatsky, S. A., Yevdokimov, I. V., Larionova, A. A., & Richter, J. (1998). Microbial growth in soil and nitrogen turnover: Model calibration 
with laboratory data. Soil Biology and Biochemistry, 30(13), 1757–1764. https://doi.org/10.1016/S0038-0717(98)00029-7

Bradford, M. A., & Fierer, N. (2012). The biogeography of microbial communities and ecosystem processes: Implications for soil and ecosystem 
models. Soil Ecology and Ecosystem Services, 18, 189–200.

Brangarí, A. C., Manzoni, S., & Rousk, J. (2020). A soil microbial model to analyze decoupled microbial growth and respiration during soil 
drying and rewetting. Soil Biology and Biochemistry, 148, 107871. https://doi.org/10.1016/j.soilbio.2020.107871

Acknowledgments
The authors thank Dr. Jennifer A. Rudgers 
for reviewing and editing the manuscript. 
This work was financially supported by 
the National Science Foundation Grants 
DEB 1655499, and 2242034, US Depart-
ment of Energy, Terrestrial Ecosystem 
Sciences Grant DE-SC0023514, and the 
subcontract CW39470 from Oak Ridge 
National Laboratory (ORNL) to Cornell 
University. ORNL's work is managed 
by UT-Battelle, LLC, for the U.S. 
Department of Energy under contract 
DE-AC05-00OR22725.

 21698961, 2023, 8, D
ow

nloaded from
 https://agupubs.onlinelibrary.w

iley.com
/doi/10.1029/2023JG

007436 by C
ornell U

niversity, W
iley O

nline L
ibrary on [05/09/2023]. See the T

erm
s and C

onditions (https://onlinelibrary.w
iley.com

/term
s-and-conditions) on W

iley O
nline L

ibrary for rules of use; O
A

 articles are governed by the applicable C
reative C

om
m

ons L
icense

https://doi.org/10.1002/2017JG003796
https://doi.org/10.1016/j.soilbio.2021.108466
https://doi.org/10.1029/2018GB006001
https://doi.org/10.1007/s10533-017-0409-7
https://doi.org/10.1002/9781119413332.ch5
https://doi.org/10.1016/j.soilbio.2015.06.008
https://doi.org/10.1111/j.1461-0248.2012.01807.x
https://doi.org/10.1111/j.1461-0248.2012.01807.x
https://doi.org/10.1038/Ngeo846
https://doi.org/10.1016/S0038-0717(97)00168-5
https://doi.org/10.1038/s41467-020-18887-7
https://doi.org/10.1016/0038-0717(85)90115-4
https://doi.org/10.1007/BF00255134
https://doi.org/10.1111/ele.12324
https://doi.org/10.1016/j.soilbio.2010.04.005
https://doi.org/10.1007/s11104-011-0821-z
https://doi.org/10.1007/s003740000219
https://doi.org/10.1016/S0038-0717(98)00029-7
https://doi.org/10.1016/j.soilbio.2020.107871


Journal of Geophysical Research: Biogeosciences

CHANDEL ET AL.

10.1029/2023JG007436

23 of 27

Burke, I. C., Kaye, J. P., Bird, S. P., Hall, S. A., McCulley, R. L., & Sommerville, G. L. (2003). Evaluating and testing models of terrestrial 
biogeochemistry: The role of temperature in controlling decomposition. Models in Ecosystem Science, 225–253. https://doi.org/10.2307/j.
ctv1dwq0tq.17

Campbell, E. E., Parton, W. J., Soong, J. L., Paustian, K., Hobbs, N. T., & Cotrufo, M. F. (2016). Using litter chemistry controls on microbial 
processes to partition litter carbon fluxes with the Litter Decomposition and Leaching (LIDEL) model. Soil Biology and Biochemistry, 100, 
160–174. https://doi.org/10.1016/j.soilbio.2016.06.007

Chertov, O. G., Komarov, A. S., & Nadporozhskaya, M. A. (2007). Analysis of the dynamics of plant residue mineralization and humification in 
soil. Eurasian Soil Science, 40(2), 140–148. https://doi.org/10.1134/S1064229307020032

Coleman, K., & Jenkinson, D. S. (1996). RothC-26.3—A model for the turnover of carbon in soil. In Evaluation of soil organic matter models 
(pp. 237–246). Springer. https://doi.org/10.1007/978-3-642-61094-3_17

Cotrufo, M. F., Wallenstein, M. D., Boot, C. M., Denef, K., & Paul, E. (2013). The microbial efficiency-matrix stabilization (MEMS) framework 
integrates plant litter decomposition with soil organic matter stabilization: Do labile plant inputs form stable soil organic matter? Global 
Change Biology, 19(4), 988–995. https://doi.org/10.1111/gcb.12113

Dalal, R. C. (1998). Soil microbial biomass—What do the numbers really mean? Australian Journal of Experimental Agriculture, 38(7), 649–665. 
https://doi.org/10.1071/ea97142

Davidson, E. A., Savage, K. E., & Finzi, A. C. (2014). A big-microsite framework for soil carbon modeling. Global Change Biology, 20(12), 
3610–3620. https://doi.org/10.1111/gcb.12718

De Kauwe, M. G., Medlyn, B. E., Zaehle, S., Walker, A. P., Dietze, M. C., Wang, Y. P., et al. (2014). Where does the carbon go? A model-data 
intercomparison of vegetation carbon allocation and turnover processes at two temperate forest free-air CO2 enrichment sites. New Phytologist, 
203(3), 883–899. https://doi.org/10.1111/nph.12847

Dungait, J. A. J., Hopkins, D. W., Gregory, A. S., & Whitmore, A. P. (2012). Soil organic matter turnover is governed by accessibility not recal-
citrance. Global Change Biology, 18(6), 1781–1796. https://doi.org/10.1111/j.1365-2486.2012.02665.x

Dwivedi, D., Riley, W. J., Torn, M. S., Spycher, N., Maggi, F., & Tang, J. Y. (2017). Mineral properties, microbes, transport, and plant-input 
profiles control vertical distribution and age of soil carbon stocks. Soil Biology and Biochemistry, 107, 244–259. https://doi.org/10.1016/j.
soilbio.2016.12.019

Fan, X., Gao, D., Zhao, C., Wang, C., Qu, Y., Zhang, J., & Bai, E. (2021). Improved model simulation of soil carbon cycling by representing the 
microbially derived organic carbon pool. The ISME Journal, 15(8), 2248–2263. https://doi.org/10.1038/s41396-021-00914-0

Fang, C., Smith, P., Smith, J. U., & Moncrieff, J. B. (2005). Incorporating microorganisms as decomposers into models to simulate soil organic 
matter decomposition. Geoderma, 129(3–4), 139–146. https://doi.org/10.1016/j.geoderma.2004.12.038

Fatichi, S., Manzoni, S., Or, D., & Paschalis, A. (2019). A mechanistic model of microbially mediated soil biogeochemical processes: A reality 
check. Global Biogeochemical Cycles, 33(6), 620–648. https://doi.org/10.1029/2018GB006077

Feng, W. T., Shi, Z., Jiang, J., Xia, J. Y., Liang, J. Y., Zhou, J. Z., & Luo, Y. Q. (2016). Methodological uncertainty in estimating carbon turnover 
times of soil fractions. Soil Biology and Biochemistry, 100, 118–124. https://doi.org/10.1016/j.soilbio.2016.06.003

Fontaine, S., & Barot, S. (2005). Size and functional diversity of microbe populations control plant persistence and long-term soil carbon accu-
mulation. Ecology Letters, 8(10), 1075–1087. https://doi.org/10.1111/j.1461-0248.2005.00813.x

Frissel, M. J., & Van Veen, J. A. (1981). Simulation of nitrogen behaviour of soil-plant systems. Models for the behaviour of nitrogen in soil and 
uptake by plant. Comparison between different approaches. Papers of a workshop, Wageningen, Netherlands.

Georgiou, K., Abramoff, R. Z., Harte, J., Riley, W. J., & Torn, M. S. (2017). Microbial community-level regulation explains soil carbon responses 
to long-term litter manipulations. Nature Communications, 8(1), 1223. https://doi.org/10.1038/s41467-017-01116-z

German, D. P., Marcelo, K. R. B., Stone, M. M., & Allison, S. D. (2012). The Michaelis-Menten kinetics of soil extracellular enzymes in response 
to temperature: A cross-latitudinal study. Global Change Biology, 18(4), 1468–1479. https://doi.org/10.1111/j.1365-2486.2011.02615.x

Gignoux, J., House, J. I., Hall, D., Masse, D., Nacro, H. B., & Abbadie, L. (2001). Design and test of a generic cohort model of soil organic matter 
decomposition: The SOMKO model. Global Ecology and Biogeography, 10(6), 639–660. https://doi.org/10.1046/j.1466-822X.2001.00250.x

Grace, P. R., Ladd, J. N., Robertson, G. P., & Gage, S. H. (2006). SOCRATES—A simple model for predicting long-term changes in soil organic 
carbon in terrestrial ecosystems. Soil Biology and Biochemistry, 38(5), 1172–1176. https://doi.org/10.1016/j.soilbio.2005.09.013

Grant, K. E., Galy, V. V., Haghipour, N., Eglinton, T. I., & Derry, L. A. (2022). Persistence of old soil carbon under changing climate: The role of 
mineral-organic matter interactions. Chemical Geology, 587, 120629. https://doi.org/10.1016/j.chemgeo.2021.120629

Grant, R. F., Juma, N. G., & McGill, W. B. (1993). Simulation of carbon and nitrogen transformations in soil: Mineralization. Soil Biology and 
Biochemistry, 25(10), 1317–1329. https://doi.org/10.1016/0038-0717(93)90046-E

Greenland, D. J. (1965). Interaction between clays and organic compounds in soils.
Hadas, A., Parkin, T. B., & Stahl, P. D. (1998). Reduced CO2 release from decomposing wheat straw under N-limiting conditions: Simulation of 

carbon turnover. European Journal of Soil Science, 49(3), 487–494. https://doi.org/10.1046/j.1365-2389.1998.4930487.x
Hagerty, S. B., Allison, S. D., & Schimel, J. P. (2018). Evaluating soil microbial carbon use efficiency explicitly as a function of cellular 

processes: Implications for measurements and models. Biogeochemistry, 140(3), 269–283. https://doi.org/10.1007/s10533-018-0489-z
Hao, G., Zhuang, Q., Zhu, Q., He, Y., Jin, Z., & Shen, W. (2015). Quantifying microbial ecophysiological effects on the carbon fluxes of forest 

ecosystems over the conterminous United States. Climatic Change, 133(4), 695–708. https://doi.org/10.1007/s10584-015-1490-3
Hénin, S., & Dupuis, M. (1945). Essai de bilan de la matière organique du sol. Dudod.
He, Y., Yang, J., Zhuang, Q., Harden, J. W., McGuire, A. D., Liu, Y., et al. (2015). Incorporating microbial dormancy dynamics into soil decom-

position models to improve quantification of soil carbon dynamics of northern temperate forests. Journal of Geophysical Research: Biogeo-
sciences, 120(12), 2596–2611. https://doi.org/10.1002/2015JG003130

He, Y., Zhuang, Q., Harden, J. W., McGuire, A. D., Fan, Z., Liu, Y., & Wickland, K. P. (2014). The implications of microbial and substrate 
limitation for the fates of carbon in different organic soil horizon types of boreal forest ecosystems: A mechanistically based model analysis. 
Biogeosciences, 11(16), 4477–4491. https://doi.org/10.5194/bg-11-4477-2014

Hiederer, R., & Köchy, M. (2011). Global soil organic carbon estimates and the harmonized world soil database. EUR, 79(25225), 10–2788. 
https://doi.org/10.2788/13267

Hinckley, E. L. S., Wieder, W., Fierer, N., & Paul, E. (2014). Digging into the world beneath our feet: Bridging across scales in the age of global 
change. Eos, Transactions American Geophysical Union, 95(11), 96–97. https://doi.org/10.1002/2014EO110004

Huang, W., Hammel, K. E., Hao, J., Thompson, A., Timokhin, V. I., & Hall, S. J. (2019). Enrichment of lignin-derived carbon in mineral-associated 
soil organic matter. Environmental Science & Technology, 53(13), 7522–7531. https://doi.org/10.1021/acs.est.9b01834

Huang, Y., Guenet, B., Ciais, P., Janssens, I. A., Soong, J. L., Wang, Y., et al. (2018). ORCHIMIC (v1.0), a microbe-mediated model for soil 
organic matter decomposition. Geoscientific Model Development, 11(6), 2111–2138. https://doi.org/10.5194/gmd-11-2111-2018

 21698961, 2023, 8, D
ow

nloaded from
 https://agupubs.onlinelibrary.w

iley.com
/doi/10.1029/2023JG

007436 by C
ornell U

niversity, W
iley O

nline L
ibrary on [05/09/2023]. See the T

erm
s and C

onditions (https://onlinelibrary.w
iley.com

/term
s-and-conditions) on W

iley O
nline L

ibrary for rules of use; O
A

 articles are governed by the applicable C
reative C

om
m

ons L
icense

https://doi.org/10.2307/j.ctv1dwq0tq.17
https://doi.org/10.2307/j.ctv1dwq0tq.17
https://doi.org/10.1016/j.soilbio.2016.06.007
https://doi.org/10.1134/S1064229307020032
https://doi.org/10.1007/978-3-642-61094-3_17
https://doi.org/10.1111/gcb.12113
https://doi.org/10.1071/ea97142
https://doi.org/10.1111/gcb.12718
https://doi.org/10.1111/nph.12847
https://doi.org/10.1111/j.1365-2486.2012.02665.x
https://doi.org/10.1016/j.soilbio.2016.12.019
https://doi.org/10.1016/j.soilbio.2016.12.019
https://doi.org/10.1038/s41396-021-00914-0
https://doi.org/10.1016/j.geoderma.2004.12.038
https://doi.org/10.1029/2018GB006077
https://doi.org/10.1016/j.soilbio.2016.06.003
https://doi.org/10.1111/j.1461-0248.2005.00813.x
https://doi.org/10.1038/s41467-017-01116-z
https://doi.org/10.1111/j.1365-2486.2011.02615.x
https://doi.org/10.1046/j.1466-822X.2001.00250.x
https://doi.org/10.1016/j.soilbio.2005.09.013
https://doi.org/10.1016/j.chemgeo.2021.120629
https://doi.org/10.1016/0038-0717(93)90046-E
https://doi.org/10.1046/j.1365-2389.1998.4930487.x
https://doi.org/10.1007/s10533-018-0489-z
https://doi.org/10.1007/s10584-015-1490-3
https://doi.org/10.1002/2015JG003130
https://doi.org/10.5194/bg-11-4477-2014
https://doi.org/10.2788/13267
https://doi.org/10.1002/2014EO110004
https://doi.org/10.1021/acs.est.9b01834
https://doi.org/10.5194/gmd-11-2111-2018


Journal of Geophysical Research: Biogeosciences

CHANDEL ET AL.

10.1029/2023JG007436

24 of 27

Huang, Y., Guenet, B., Wang, Y. L., & Ciais, P. (2021). Global simulation and evaluation of soil organic matter and microbial carbon and nitro-
gen stocks using the microbial decomposition model ORCHIMIC v2.0. Global Biogeochemical Cycles, 35(5), e2020GB006836. https://doi.
org/10.1029/2020GB006836

Kaiser, C., Franklin, O., Dieckmann, U., & Richter, A. (2014). Microbial community dynamics alleviate stoichiometric constraints during litter 
decay. Ecology Letters, 17(6), 680–690. https://doi.org/10.1111/ele.12269

Keenan, T. F., Davidson, E. A., Munger, J. W., & Richardson, A. D. (2013). Rate my data: Quantifying the value of ecological data for the devel-
opment of models of the terrestrial carbon cycle. Ecological Applications, 23(1), 273–286. https://doi.org/10.1890/12-0747.1

Kemmitt, S. J., Lanyon, C. V., Waite, I. S., Wen, Q., Addiscott, T. M., Bird, N. R. A., et al. (2008). Mineralization of native soil organic matter 
is not regulated by the size, activity or composition of the soil microbial biomass—A new perspective. Soil Biology and Biochemistry, 40(1), 
61–73. https://doi.org/10.1016/j.soilbio.2007.06.021

Khan, K. S., Mack, R., Castillo, X., Kaiser, M., & Joergensen, R. G. (2016). Microbial biomass, fungal and bacterial residues, and their relation-
ships to the soil organic matter C/N/P/S ratios. Geoderma, 271, 115–123. https://doi.org/10.1016/j.geoderma.2016.02.019

Khomutova, T. E., Demkina, T. S., & Demkin, V. A. (2004). Estimation of the total and active microbial biomasses in buried subkurgan paleosoils 
of different age. Microbiology, 73(2), 196–201. https://doi.org/10.1023/B:MICI.0000023989.04745.7b

Kleber, M. (2010). What is recalcitrant soil organic matter? Environmental Chemistry, 7(4), 320–332. https://doi.org/10.1071/en10006
Kleber, M., Eusterhues, K., Keiluweit, M., Mikutta, C., Mikutta, R., & Nico, P. S. (2015). Mineral-organic associations: Formation, properties, 

and relevance in soil environments. Advances in Agronomy, 130(130), 1–140. https://doi.org/10.1016/bs.agron.2014.10.005
Kleber, M., & Johnson, M. G. (2010). Advances in understanding the molecular structure of soil organic matter: Implications for interactions in 

the environment. Advances in Agronomy, 106, 77–142. https://doi.org/10.1016/S0065-2113(10)06003-7
Kleber, M., Sollins, P., & Sutton, R. (2007). A conceptual model of organo-mineral interactions in soils: Self-assembly of organic molecular 

fragments into zonal structures on mineral surfaces. Biogeochemistry, 85(1), 9–24. https://doi.org/10.1007/s10533-007-9103-5
Kögel-Knabner, I. (2002). The macromolecular organic composition of plant and microbial residues as inputs to soil organic matter. Soil Biology 

and Biochemistry, 34(2), 139–162. https://doi.org/10.1016/s0038-0717(01)00158-4
Kothawala, D. N., Moore, T. R., & Hendershot, W. H. (2008). Adsorption of dissolved organic carbon to mineral soils: A comparison of four 

isotherm approaches. Geoderma, 148(1), 43–50. https://doi.org/10.1016/j.geoderma.2008.09.004
Kyker-Snowman, E., Wieder, W. R., Frey, S. D., & Grandy, A. S. (2020). Stoichiometrically coupled carbon and nitrogen cycling in the 

MIcrobial-MIneral Carbon Stabilization model version 1.0 (MIMICS-CN v1.0). Geoscientific Model Development, 13(9), 4413–4434. https://
doi.org/10.5194/gmd-13-4413-2020

Lawrence, C. R., Neff, J. C., & Schimel, J. P. (2009). Does adding microbial mechanisms of decomposition improve soil organic matter models? 
A comparison of four models using data from a pulsed rewetting experiment. Soil Biology and Biochemistry, 41(9), 1923–1934. https://doi.
org/10.1016/j.soilbio.2009.06.016

Le Noë, J., Manzoni, S., Abramoff, R., Bölscher, T., Bruni, E., Cardinael, R., et  al. (2023). Soil organic carbon models need independent 
time-series validation for reliable prediction. Communications Earth & Environment, 4(1), 158. https://doi.org/10.1038/s43247-023-00830-5

Lehmann, J., Hansel, C. M., Kaiser, C., Kleber, M., Maher, K., Manzoni, S., et al. (2020). Persistence of soil organic carbon caused by functional 
complexity. Nature Geoscience, 13(8), 529–534. https://doi.org/10.1038/s41561-020-0612-3

Lehmann, J., & Kleber, M. (2015). The contentious nature of soil organic matter. Nature, 528(7580), 60–68. https://doi.org/10.1038/nature16069
Lennon, J. T., & Jones, S. E. (2011). Microbial seed banks: The ecological and evolutionary implications of dormancy. Nature Reviews Microbi-

ology, 9(2), 119–130. https://doi.org/10.1038/nrmicro2504
Li, C., Frolking, S., & Harriss, R. (1994). Modeling carbon biogeochemistry in agricultural soils. Global Biogeochemical Cycles, 8(3), 237–254. 

https://doi.org/10.1029/94GB00767
Liang, C., Amelung, W., Lehmann, J., & Kastner, M. (2019). Quantitative assessment of microbial necromass contribution to soil organic matter. 

Global Change Biology, 25(11), 3578–3590. https://doi.org/10.1111/gcb.14781
Liang, C., & Balser, T. C. (2011). Microbial production of recalcitrant organic matter in global soils: Implications for productivity and climate 

policy. Nature Reviews Microbiology, 9(1), 75. https://doi.org/10.1038/nrmicro2386-c1
Liang, C., Cheng, G., Wixon, D. L., & Balser, T. C. (2011). An Absorbing Markov Chain approach to understanding the microbial role in soil 

carbon stabilization. Biogeochemistry, 106(3), 303–309. https://doi.org/10.1007/s10533-010-9525-3
Liang, C., Schimel, J. P., & Jastrow, J. D. (2017). The importance of anabolism in microbial control over soil carbon storage. Nature Microbiology, 

2(8), 17105. https://doi.org/10.1038/nmicrobiol.2017.105
Liao, C., Huang, W., Wells, J., Zhao, R., Allen, K., Hou, E., et al. (2022). Microbe-iron interactions control lignin decomposition in soil. Soil 

Biology and Biochemistry, 173, 108803. https://doi.org/10.1016/j.soilbio.2022.108803
Liu, Y., Lawrence, C. R., Winnick, M. J., Hsu, H.-T., Maher, K., & Druhan, J. L. (2019). Modeling transient soil moisture limitations on microbial 

carbon respiration. Journal of Geophysical Research: Biogeosciences, 124(7), 2222–2247. https://doi.org/10.1029/2018JG004628
Luo, Y. Q., Ahlstrom, A., Allison, S. D., Batjes, N. H., Brovkin, V., Carvalhais, N., et al. (2016). Toward more realistic projections of soil carbon 

dynamics by Earth system models. Global Biogeochemical Cycles, 30(1), 40–56. https://doi.org/10.1002/2015gb005239
Luo, Y. Q., Randerson, J. T., Abramowitz, G., Bacour, C., Blyth, E., Carvalhais, N., et al. (2012). A framework for benchmarking land models. 

Biogeosciences, 9(10), 3857–3874. https://doi.org/10.5194/bg-9-3857-2012
Luo, Y., & Reynolds, J. F. (1999). Validity of extrapolating field CO2 experiments to predict carbon sequestration in natural ecosystems. Ecology, 

80(5), 1568–1583. https://doi.org/10.1890/0012-9658(1999)080[1568:Voefce]2.0.Co;2
Luo, Y., & Schuur, E. A. G. (2020). Model parameterization to represent processes at unresolved scales and changing properties of evolving 

systems. Global Change Biology, 26(3), 1109–1117. https://doi.org/10.1111/gcb.14939
Lützow, M. V., Kögel-Knabner, I., Ekschmitt, K., Matzner, E., Guggenberger, G., Marschner, B., & Flessa, H. (2006). Stabilization of organic 

matter in temperate soils: Mechanisms and their relevance under different soil conditions—A review. European Journal of Soil Science, 57(4), 
426–445. https://doi.org/10.1111/j.1365-2389.2006.00809.x

Manzoni, S., Chakrawal, A., Spohn, M., & Lindahl, B. D. (2021). Modeling microbial adaptations to nutrient limitation during litter decomposi-
tion. Frontiers in Forests and Global Change, 4, 686945. https://doi.org/10.3389/ffgc.2021.686945

Manzoni, S., & Porporato, A. (2007). A theoretical analysis of nonlinearities and feedbacks in soil carbon and nitrogen cycles. Soil Biology and 
Biochemistry, 39(7), 1542–1556. https://doi.org/10.1016/j.soilbio.2007.01.006

Manzoni, S., & Porporato, A. (2009). Soil carbon and nitrogen mineralization: Theory and models across scales. Soil Biology and Biochemistry, 
41(7), 1355–1379. https://doi.org/10.1016/j.soilbio.2009.02.031

Marschmann, G. L., Pagel, H., Kugler, P., & Streck, T. (2019). Equifinality, sloppiness, and emergent structures of mechanistic soil biogeochem-
ical models. Environmental Modelling & Software, 122, 104518. https://doi.org/10.1016/j.envsoft.2019.104518

 21698961, 2023, 8, D
ow

nloaded from
 https://agupubs.onlinelibrary.w

iley.com
/doi/10.1029/2023JG

007436 by C
ornell U

niversity, W
iley O

nline L
ibrary on [05/09/2023]. See the T

erm
s and C

onditions (https://onlinelibrary.w
iley.com

/term
s-and-conditions) on W

iley O
nline L

ibrary for rules of use; O
A

 articles are governed by the applicable C
reative C

om
m

ons L
icense

https://doi.org/10.1029/2020GB006836
https://doi.org/10.1029/2020GB006836
https://doi.org/10.1111/ele.12269
https://doi.org/10.1890/12-0747.1
https://doi.org/10.1016/j.soilbio.2007.06.021
https://doi.org/10.1016/j.geoderma.2016.02.019
https://doi.org/10.1023/B:MICI.0000023989.04745.7b
https://doi.org/10.1071/en10006
https://doi.org/10.1016/bs.agron.2014.10.005
https://doi.org/10.1016/S0065-2113(10)06003-7
https://doi.org/10.1007/s10533-007-9103-5
https://doi.org/10.1016/s0038-0717(01)00158-4
https://doi.org/10.1016/j.geoderma.2008.09.004
https://doi.org/10.5194/gmd-13-4413-2020
https://doi.org/10.5194/gmd-13-4413-2020
https://doi.org/10.1016/j.soilbio.2009.06.016
https://doi.org/10.1016/j.soilbio.2009.06.016
https://doi.org/10.1038/s43247-023-00830-5
https://doi.org/10.1038/s41561-020-0612-3
https://doi.org/10.1038/nature16069
https://doi.org/10.1038/nrmicro2504
https://doi.org/10.1029/94GB00767
https://doi.org/10.1111/gcb.14781
https://doi.org/10.1038/nrmicro2386-c1
https://doi.org/10.1007/s10533-010-9525-3
https://doi.org/10.1038/nmicrobiol.2017.105
https://doi.org/10.1016/j.soilbio.2022.108803
https://doi.org/10.1029/2018JG004628
https://doi.org/10.1002/2015gb005239
https://doi.org/10.5194/bg-9-3857-2012
https://doi.org/10.1890/0012-9658(1999)080%5B1568:Voefce%5D2.0.Co;2
https://doi.org/10.1111/gcb.14939
https://doi.org/10.1111/j.1365-2389.2006.00809.x
https://doi.org/10.3389/ffgc.2021.686945
https://doi.org/10.1016/j.soilbio.2007.01.006
https://doi.org/10.1016/j.soilbio.2009.02.031
https://doi.org/10.1016/j.envsoft.2019.104518


Journal of Geophysical Research: Biogeosciences

CHANDEL ET AL.

10.1029/2023JG007436

25 of 27

Mason, C. A., Hamer, G., & Bryers, J. D. (1986). The death and lysis of microorganisms in environmental processes. FEMS Microbiology Letters, 
39(4), 373–401. https://doi.org/10.1016/0378-1097(86)90024-8

McGill, W. B. (1996). Review and classification of ten soil organic matter (SOM) models. In Evaluation of soil organic matter models 
(pp. 111–132). Springer. https://doi.org/10.1007/978-3-642-61094-3_9

McGill, W. B., Hunt, H. W., Woodmansee, R. G., & Reuss, J. O. (1981). PHOENIX, a model of the dynamics of carbon and nitrogen in grassland 
soils. Ecological Bulletins, 33, 49–115.

McGill, W. B., & Myers, R. J. K. (1987). Controls on dynamics of soil and fertilizer nitrogen. Soil fertility and organic matter as critical compo-
nents of production systems, 19, 73–99.

McLaren, A. D., & Peterson, G. H. (1965). Physical chemistry and biological chemistry of clay mineral-organic nitrogen complexes. Soil Nitro-
gen, 10, 259–284.

Mikutta, R., Kleber, M., Torn, M. S., & Jahn, R. (2006). Stabilization of soil organic matter: Association with minerals or chemical recalcitrance? 
Biogeochemistry, 77(1), 25–56. https://doi.org/10.1007/s10533-005-0712-6

Miltner, A., Bombach, P., Schmidt-Brücken, B., & Kästner, M. (2012). SOM genesis: Microbial biomass as a significant source. Biogeochemistry, 
111(1), 41–55. https://doi.org/10.1007/s10533-011-9658-z

Minderman, G. (1968). Addition, decomposition and accumulation of organic matter in forests. Journal of Ecology, 56(2), 355–362. https://doi.
org/10.2307/2258238

Molina, J.-A. E., & Smith, P. (1997). Modeling carbon and nitrogen processes in soils. Advances in Agronomy, 62, 253–298.
Moorhead, D. L., Lashermes, G., & Sinsabaugh, R. L. (2012). A theoretical model of C- and N-acquiring exoenzyme activities, which balances 

microbial demands during decomposition. Soil Biology and Biochemistry, 53, 133–141. https://doi.org/10.1016/j.soilbio.2012.05.011
Moorhead, D. L., & Reynolds, J. F. (1991). A general model of litter decomposition in the northern Chihuahuan Desert. Ecological Modelling, 

56, 197–219. https://doi.org/10.1016/0304-3800(91)90200-K
Moorhead, D. L., & Sinsabaugh, R. L. (2006). A theoretical model of litter decay and microbial interaction. Ecological Monographs, 76(2), 

151–174. https://doi.org/10.1890/0012-9615(2006)076[0151:Atmold]2.0.Co;2
Moorhead, D. L., & Weintraub, M. N. (2018). The evolution and application of the reverse Michaelis-Menten equation. Soil Biology and 

Biochemistry, 125, 261–262. https://doi.org/10.1016/j.soilbio.2018.07.021
Newcomb, C. J., Qafoku, N. P., Grate, J. W., Bailey, V. L., & De Yoreo, J. J. (2017). Developing a molecular picture of soil organic matter–mineral 

interactions by quantifying organo–mineral binding. Nature Communications, 8(1), 1–8. https://doi.org/10.1038/s41467-017-00407-9
Orwin, K. H., Kirschbaum, M. U., St John, M. G., & Dickie, I. A. (2011). Organic nutrient uptake by mycorrhizal fungi enhances ecosystem 

carbon storage: A model-based assessment. Ecology Letters, 14(5), 493–502. https://doi.org/10.1111/j.1461-0248.2011.01611.x
Pansu, M., Sarmiento, L., Rujano, M. A., Ablan, M., Acevedo, D., & Bottner, P. (2010). Modeling organic transformations by microorgan-

isms of soils in six contrasting ecosystems: Validation of the MOMOS model. Global Biogeochemical Cycles, 24(1), GB1008. https://doi.
org/10.1029/2009gb003527

Parnas, H. (1975). Model for decomposition of organic material by microorganisms. Soil Biology and Biochemistry, 7(2), 161–169. https://doi.
org/10.1016/0038-0717(75)90014-0

Parton, W. J., Schimel, D. S., Cole, C. V., & Ojima, D. S. (1987). Analysis of factors controlling soil organic-matter levels in great-plains grass-
lands. Soil Science Society of America Journal, 51(5), 1173–1179. https://doi.org/10.2136/sssaj1987.03615995005100050015x

Paustian, K. (1994). Modelling soil biology and biochemical processes for sustainable agriculture research. Soil biota: management in sustainable 
farming systems (pp. 182–193).

Paustian, K., Agren, G. I., & Bosatta, E. (1997). Modelling litter quality effects on decomposition and soil organic matter dynamics. Driven by 
nature: plant litter quality and decomposition.

Peng, C., Guiot, J., Wu, H., Jiang, H., & Luo, Y. (2011). Integrating models with data in ecology and palaeoecology: Advances towards a model–
data fusion approach. Ecology Letters, 14(5), 522–536. https://doi.org/10.1111/j.1461-0248.2011.01603.x

Perveen, N., Barot, S., Alvarez, G., Klumpp, K., Martin, R., Rapaport, A., et al. (2014). Priming effect and microbial diversity in ecosystem 
functioning and response to global change: A modeling approach using the SYMPHONY model. Global Change Biology, 20(4), 1174–1190. 
https://doi.org/10.1111/gcb.12493

Price, P. B., & Sowers, T. (2004). Temperature dependence of metabolic rates for microbial growth, maintenance, and survival. Proceedings of the 
National Academy of Sciences of the United States of America, 101(13), 4631–4636. https://doi.org/10.1073/pnas.0400522101

Qualls, R., & Haines, B. L. (1992). Measuring adsorption isotherms using continuous, unsaturated flow through intact soil cores. Soil Science 
Society of America Journal, 56(2), 456–460. https://doi.org/10.2136/sssaj1992.03615995005600020019x

Resat, H., Bailey, V., McCue, L. A., & Konopka, A. (2012). Modeling microbial dynamics in heterogeneous environments: Growth on soil carbon 
sources. Microbial Ecology, 63(4), 883–897. https://doi.org/10.1007/s00248-011-9965-x

Richardson, A. D., Williams, M., Hollinger, D. Y., Moore, D. J. P., Dail, D. B., Davidson, E. A., et  al. (2010). Estimating parameters of a 
forest ecosystem C model with measurements of stocks and fluxes as joint constraints. Oecologia, 164(1), 25–40. https://doi.org/10.1007/
s00442-010-1628-y

Robertson, A. D., Paustian, K., Ogle, S., Wallenstein, M. D., Lugato, E., & Cotrufo, M. F. (2019). Unifying soil organic matter formation and 
persistence frameworks: The MEMS model. Biogeosciences, 16(6), 1225–1248. https://doi.org/10.5194/bg-16-1225-2019

Sainte-Marie, J., Barrandon, M., Saint-André, L., Gelhaye, E., Martin, F., & Derrien, D. (2021). C-STABILITY an innovative modeling framework 
to leverage the continuous representation of organic matter. Nature Communications, 12(1), 810. https://doi.org/10.1038/s41467-021-21079-6

Salter, R. M., & Green, T. C. (1933). Factors affecting the accumulation and loss of nitrogen and organic carbon in cropped soils. Journal of the 
American Society of Agronomy, 25(9), 622–630. https://doi.org/10.2134/agronj1933.00021962002500090010x

Schimel, J. (2001). Biogeochemical models. In Global biogeochemical cycles in the climate system (pp.  177–183). Elsevier. https://doi.
org/10.1016/b978-012631260-7/50015-7

Schimel, J., & Schaeffer, S. (2012). Microbial control over carbon cycling in soil. Frontiers in Microbiology, 3, 348. https://doi.org/10.3389/
fmicb.2012.00348

Schimel, J. P., & Weintraub, M. N. (2003). The implications of exoenzyme activity on microbial carbon and nitrogen limitation in soil: A theoret-
ical model. Soil Biology and Biochemistry, 35(4), 549–563. https://doi.org/10.1016/S0038-0717(03)00015-4

Schlesinger, W. H., & Bernhardt, E. S. (2013). Biogeochemistry: An analysis of global change. Academic Press.
Schmidt, M. W., Torn, M. S., Abiven, S., Dittmar, T., Guggenberger, G., Janssens, I. A., et al. (2011). Persistence of soil organic matter as an 

ecosystem property. Nature, 478(7367), 49–56. https://doi.org/10.1038/nature10386
Shi, Z., Crowell, S., Luo, Y., & Moore, B. (2018). Model structures amplify uncertainty in predicted soil carbon responses to climate change. 

Nature Communications, 9(1), 1–11. https://doi.org/10.1038/s41467-018-04526-9

 21698961, 2023, 8, D
ow

nloaded from
 https://agupubs.onlinelibrary.w

iley.com
/doi/10.1029/2023JG

007436 by C
ornell U

niversity, W
iley O

nline L
ibrary on [05/09/2023]. See the T

erm
s and C

onditions (https://onlinelibrary.w
iley.com

/term
s-and-conditions) on W

iley O
nline L

ibrary for rules of use; O
A

 articles are governed by the applicable C
reative C

om
m

ons L
icense

https://doi.org/10.1016/0378-1097(86)90024-8
https://doi.org/10.1007/978-3-642-61094-3_9
https://doi.org/10.1007/s10533-005-0712-6
https://doi.org/10.1007/s10533-011-9658-z
https://doi.org/10.2307/2258238
https://doi.org/10.2307/2258238
https://doi.org/10.1016/j.soilbio.2012.05.011
https://doi.org/10.1016/0304-3800(91)90200-K
https://doi.org/10.1890/0012-9615(2006)076%5B0151:Atmold%5D2.0.Co;2
https://doi.org/10.1016/j.soilbio.2018.07.021
https://doi.org/10.1038/s41467-017-00407-9
https://doi.org/10.1111/j.1461-0248.2011.01611.x
https://doi.org/10.1029/2009gb003527
https://doi.org/10.1029/2009gb003527
https://doi.org/10.1016/0038-0717(75)90014-0
https://doi.org/10.1016/0038-0717(75)90014-0
https://doi.org/10.2136/sssaj1987.03615995005100050015x
https://doi.org/10.1111/j.1461-0248.2011.01603.x
https://doi.org/10.1111/gcb.12493
https://doi.org/10.1073/pnas.0400522101
https://doi.org/10.2136/sssaj1992.03615995005600020019x
https://doi.org/10.1007/s00248-011-9965-x
https://doi.org/10.1007/s00442-010-1628-y
https://doi.org/10.1007/s00442-010-1628-y
https://doi.org/10.5194/bg-16-1225-2019
https://doi.org/10.1038/s41467-021-21079-6
https://doi.org/10.2134/agronj1933.00021962002500090010x
https://doi.org/10.1016/b978-012631260-7/50015-7
https://doi.org/10.1016/b978-012631260-7/50015-7
https://doi.org/10.3389/fmicb.2012.00348
https://doi.org/10.3389/fmicb.2012.00348
https://doi.org/10.1016/S0038-0717(03)00015-4
https://doi.org/10.1038/nature10386
https://doi.org/10.1038/s41467-018-04526-9


Journal of Geophysical Research: Biogeosciences

CHANDEL ET AL.

10.1029/2023JG007436

26 of 27

Shi, M., Yang, Z.-L., Lawrence, D. M., Dickinson, R. E., & Subin, Z. M. (2013). Spin-up processes in the Community Land Model version 4 with 
explicit carbon and nitrogen components. Ecological Modelling, 263, 308–325. https://doi.org/10.1016/j.ecolmodel.2013.04.008

Sihi, D., Davidson, E. A., Chen, M., Savage, K. E., Richardson, A. D., Keenan, T. F., & Hollinger, D. Y. (2018). Merging a mechanistic enzymatic 
model of soil heterotrophic respiration into an ecosystem model in two AmeriFlux sites of northeastern USA. Agricultural and Forest Meteor-
ology, 252, 155–166. https://doi.org/10.1016/j.agrformet.2018.01.026

Simpson, A. J., Simpson, M. J., Smith, E., & Kelleher, B. P. (2007). Microbially derived inputs to soil organic matter: Are current estimates too 
low? Environmental Science & Technology, 41(23), 8070–8076. https://doi.org/10.1021/es071217x

Sinsabaugh, R. L., Lauber, C. L., Weintraub, M. N., Ahmed, B., Allison, S. D., Crenshaw, C., et al. (2008). Stoichiometry of soil enzyme activity 
at global scale. Ecology Letters, 11(11), 1252–1264. https://doi.org/10.1111/j.1461-0248.2008.01245.x

Sistla, S. A., Rastetter, E. B., & Schimel, J. P. (2014). Responses of a tundra system to warming using SCAMPS: A stoichiometrically coupled, 
acclimating microbe–plant–soil model. Ecological Monographs, 84(1), 151–170. https://doi.org/10.1890/12-2119.1

Smith, P., Andren, O., Brussaard, L., Dangerfield, M., Ekschmitt, K., Lavelle, P., & Tate, K. (1998). Soil biota and global change at the ecosystem 
level: Describing soil biota in mathematical models. Global Change Biology, 4(7), 773–784. https://doi.org/10.1046/j.1365-2486.1998.00193.x

Snowden, T. J., vanderGraaf, P. H., & Tindall, M. J. (2017). Methods of model reduction for large-scale biological systems: A survey of current 
methods and trends. Bulletin of Mathematical Biology, 79(7), 1449–1486. https://doi.org/10.1007/s11538-017-0277-2

Sorensen, L. H. (1981). Carbon-nitrogen relationships during the humification of cellulose in soils containing different amounts of clay. Soil 
Biology and Biochemistry, 13(4), 313–321. https://doi.org/10.1016/0038-0717(81)90068-7

Stenstrom, J., Svensson, K., & Johansson, M. (2001). Reversible transition between active and dormant microbial states in soil. FEMS Microbi-
ology Ecology, 36(2–3), 93–104. https://doi.org/10.1111/j.1574-6941.2001.tb00829.x

Stolpovsky, K., Martinez-Lavanchy, P., Heipieper, H. J., Van Cappellen, P., & Thullner, M. (2011). Incorporating dormancy in dynamic microbial 
community models. Ecological Modelling, 222(17), 3092–3102. https://doi.org/10.1016/j.ecolmodel.2011.07.006

Sulman, B. N., Moore, J. A. M., Abramoff, R., Averill, C., Kivlin, S., Georgiou, K., et al. (2018). Multiple models and experiments underscore 
large uncertainty in soil carbon dynamics. Biogeochemistry, 141(2), 109–123. https://doi.org/10.1007/s10533-018-0509-z

Sulman, B. N., Phillips, R. P., Oishi, A. C., Shevliakova, E., & Pacala, S. W. (2014). Microbe-driven turnover offsets mineral-mediated storage of 
soil carbon under elevated CO2. Nature Climate Change, 4(12), 1099–1102. https://doi.org/10.1038/nclimate2436

Sutton, R., & Sposito, G. (2005). Molecular structure in soil humic substances: The new view. Environmental Science & Technology, 39(23), 
9009–9015. https://doi.org/10.1021/es050778q

Tang, J. Y., & Riley, W. J. (2013). A total quasi-steady-state formulation of substrate uptake kinetics in complex networks and an example appli-
cation to microbial litter decomposition. Biogeosciences, 10(12), 8329–8351. https://doi.org/10.5194/bg-10-8329-2013

Tang, J. Y., & Riley, W. J. (2015). Weaker soil carbon–climate feedbacks resulting from microbial and abiotic interactions. Nature Climate 
Change, 5(1), 56–60. https://doi.org/10.1038/nclimate2438

Tao, F., Huang, Y., Hungate, B. A., Manzoni, S., Frey, S. D., Schmidt, M. W. I., et al. (2023). Microbial carbon use efficiency promotes global 
soil carbon storage. Nature, 618(7967), 1–5. https://doi.org/10.1038/s41586-023-06042-3

Thornton, P. E., & Rosenbloom, N. A. (2005). Ecosystem model spin-up: Estimating steady state conditions in a coupled terrestrial carbon and 
nitrogen cycle model. Ecological Modelling, 189(1–2), 25–48. https://doi.org/10.1016/j.ecolmodel.2005.04.008

Throckmorton, H. M., Bird, J. A., Dane, L., Firestone, M. K., & Horwath, W. R. (2012). The source of microbial C has little impact on soil organic 
matter stabilisation in forest ecosystems. Ecology Letters, 15(11), 1257–1265. https://doi.org/10.1111/j.1461-0248.2012.01848.x

Todd-Brown, K. E. O., Randerson, J. T., Post, W. M., Hoffman, F. M., Tarnocai, C., Schuur, E. A. G., & Allison, S. D. (2013). Causes of variation 
in soil carbon simulations from CMIP5 Earth system models and comparison with observations. Biogeosciences, 10(3), 1717–1736. https://
doi.org/10.5194/bg-10-1717-2013

Torn, M. S., Trumbore, S. E., Chadwick, O. A., Vitousek, P. M., & Hendricks, D. M. (1997). Mineral control of soil organic carbon storage and 
turnover. Nature, 389(6647), 170–173. https://doi.org/10.1038/38260

Transtrum, M. K., & Qiu, P. (2014). Model reduction by manifold boundaries. Physical Review Letters, 113(9), 098701. https://doi.org/10.1103/
PhysRevLett.113.098701

Van de Werf, H., & Verstraete, W. (1987). Estimation of active soil microbial biomass by mathematical analysis of respiration curves: Calibration 
of the test procedure. Soil Biology and Biochemistry, 19(3), 261–265. https://doi.org/10.1016/0038-0717(87)90007-1

Verberne, E. L. J., Hassink, J., Willigen, P. D., Groot, J. J. R., & Veen, J. A. V. (1990). Modelling organic matter dynamics in different soils. 
Netherlands Journal of Agricultural Science, 38(3A), 221–238. https://doi.org/10.18174/njas.v38i3A.16585

Wang, B., & Allison, S. D. (2019). Emergent properties of organic matter decomposition by soil enzymes. Soil Biology and Biochemistry, 136, 
107522. https://doi.org/10.1016/j.soilbio.2019.107522

Wang, G. S., & Chen, S. L. (2013). Evaluation of a soil greenhouse gas emission model based on Bayesian inference and MCMC: Model uncer-
tainty. Ecological Modelling, 253, 97–106. https://doi.org/10.1016/j.ecolmodel.2012.09.010

Wang, G. S., Jagadamma, S., Mayes, M. A., Schadt, C. W., Megan Steinweg, J., Gu, L., & Post, W. M. (2015). Microbial dormancy improves 
development and experimental validation of ecosystem model. The ISME Journal, 9(1), 226–237. https://doi.org/10.1038/ismej.2014.120

Wang, G. S., Mayes, M. A., Gu, L., & Schadt, C. W. (2014). Representation of dormant and active microbial dynamics for ecosystem modeling. 
PLoS One, 9(2), e89252. https://doi.org/10.1371/journal.pone.0089252

Wang, K., Peng, C., Zhu, Q., Zhou, X., Wang, M., Zhang, K., & Wang, G. (2017). Modeling global soil carbon and soil microbial carbon by 
integrating microbial processes into the ecosystem process model TRIPLEX-GHG. Journal of Advances in Modeling Earth Systems, 9(6), 
2368–2384. https://doi.org/10.1002/2017MS000920

Wang, G. S., Post, W. M., & Mayes, M. A. (2013). Development of microbial-enzyme-mediated decomposition model parameters through 
steady-state and dynamic analyses. Ecological Applications, 23(1), 255–272. https://doi.org/10.1890/12-0681.1

Wang, Y. P., Chen, B. C., Wieder, W. R., Leite, M., Medlyn, B. E., Rasmussen, M., et al. (2014). Oscillatory behavior of two nonlinear microbial 
models of soil carbon decomposition. Biogeosciences, 11(7), 1817–1831. https://doi.org/10.5194/bg-11-1817-2014

Whitmore, A. P. (1996). Alternative kinetic laws to describe the turnover of the microbial biomass. Plant and Soil, 181(1), 169–173. https://doi.
org/10.1007/Bf00011304

Wieder, W. R., Allison, S. D., Davidson, E. A., Georgiou, K., Hararuk, O., He, Y., et al. (2015). Explicitly representing soil microbial processes 
in Earth system models. Global Biogeochemical Cycles, 29(10), 1782–1800. https://doi.org/10.1002/2015GB005188

Wieder, W. R., Bonan, G. B., & Allison, S. D. (2013). Global soil carbon projections are improved by modelling microbial processes. Nature 
Climate Change, 3(10), 909–912. https://doi.org/10.1038/Nclimate1951

Wieder, W. R., Grandy, A. S., Kallenbach, C. M., & Bonan, G. B. (2014). Integrating microbial physiology and physio-chemical principles 
in soils with the MIcrobial-MIneral Carbon Stabilization (MIMICS) model. Biogeosciences, 11(14), 3899–3917. https://doi.org/10.5194/
bg-11-3899-2014

 21698961, 2023, 8, D
ow

nloaded from
 https://agupubs.onlinelibrary.w

iley.com
/doi/10.1029/2023JG

007436 by C
ornell U

niversity, W
iley O

nline L
ibrary on [05/09/2023]. See the T

erm
s and C

onditions (https://onlinelibrary.w
iley.com

/term
s-and-conditions) on W

iley O
nline L

ibrary for rules of use; O
A

 articles are governed by the applicable C
reative C

om
m

ons L
icense

https://doi.org/10.1016/j.ecolmodel.2013.04.008
https://doi.org/10.1016/j.agrformet.2018.01.026
https://doi.org/10.1021/es071217x
https://doi.org/10.1111/j.1461-0248.2008.01245.x
https://doi.org/10.1890/12-2119.1
https://doi.org/10.1046/j.1365-2486.1998.00193.x
https://doi.org/10.1007/s11538-017-0277-2
https://doi.org/10.1016/0038-0717(81)90068-7
https://doi.org/10.1111/j.1574-6941.2001.tb00829.x
https://doi.org/10.1016/j.ecolmodel.2011.07.006
https://doi.org/10.1007/s10533-018-0509-z
https://doi.org/10.1038/nclimate2436
https://doi.org/10.1021/es050778q
https://doi.org/10.5194/bg-10-8329-2013
https://doi.org/10.1038/nclimate2438
https://doi.org/10.1038/s41586-023-06042-3
https://doi.org/10.1016/j.ecolmodel.2005.04.008
https://doi.org/10.1111/j.1461-0248.2012.01848.x
https://doi.org/10.5194/bg-10-1717-2013
https://doi.org/10.5194/bg-10-1717-2013
https://doi.org/10.1038/38260
https://doi.org/10.1103/PhysRevLett.113.098701
https://doi.org/10.1103/PhysRevLett.113.098701
https://doi.org/10.1016/0038-0717(87)90007-1
https://doi.org/10.18174/njas.v38i3A.16585
https://doi.org/10.1016/j.soilbio.2019.107522
https://doi.org/10.1016/j.ecolmodel.2012.09.010
https://doi.org/10.1038/ismej.2014.120
https://doi.org/10.1371/journal.pone.0089252
https://doi.org/10.1002/2017MS000920
https://doi.org/10.1890/12-0681.1
https://doi.org/10.5194/bg-11-1817-2014
https://doi.org/10.1007/Bf00011304
https://doi.org/10.1007/Bf00011304
https://doi.org/10.1002/2015GB005188
https://doi.org/10.1038/Nclimate1951
https://doi.org/10.5194/bg-11-3899-2014
https://doi.org/10.5194/bg-11-3899-2014


Journal of Geophysical Research: Biogeosciences

CHANDEL ET AL.

10.1029/2023JG007436

27 of 27

Wieder, W. R., Grandy, A. S., Kallenbach, C. M., Taylor, P. G., & Bonan, G. B. (2015). Representing life in the Earth system with soil microbial 
functional traits in the MIMICS model. Geoscientific Model Development, 8(6), 1789–1808. https://doi.org/10.5194/gmd-8-1789-2015

Wieder, W. R., Sulman, B. N., Hartman, M. D., Koven, C. D., & Bradford, M. A. (2019). Arctic soil governs whether climate change drives global 
losses or gains in soil carbon. Geophysical Research Letters, 46(24), 14486–14495. https://doi.org/10.1029/2019gl085543

Woolf, D., & Lehmann, J. (2019). Microbial models with minimal mineral protection can explain long-term soil organic carbon persistence. 
Scientific Reports, 9(1), 6522. https://doi.org/10.1038/s41598-019-43026-8

Wutzler, T., & Reichstein, M. (2008). Colimitation of decomposition by substrate and decomposers—A comparison of model formulations. 
Biogeosciences, 5(3), 749–759. https://doi.org/10.5194/bg-5-749-2008

Xenakis, G., & Williams, M. (2014). Comparing microbial and chemical kinetics for modelling soil organic carbon decomposition using the 
DecoChem v1.0 and DecoBio v1.0 models. Geoscientific Model Development, 7(4), 1519–1533. https://doi.org/10.5194/gmd-7-1519-2014

Xia, J. Y., Luo, Y. Q., Wang, Y. P., Weng, E. S., & Hararuk, O. (2012). A semi-analytical solution to accelerate spin-up of a coupled carbon and 
nitrogen land model to steady state. Geoscientific Model Development, 5(5), 1259–1271. https://doi.org/10.5194/gmd-5-1259-2012

Xu, T., White, L., Hui, D., & Luo, Y. (2006). Probabilistic inversion of a terrestrial ecosystem model: Analysis of uncertainty in parameter esti-
mation and model prediction. Global Biogeochemical Cycles, 20(2), GB2007. https://doi.org/10.1029/2005gb002468

Xu, X., Schimel, J. P., Thornton, P. E., Song, X., Yuan, F., & Goswami, S. (2014). Substrate and environmental controls on microbial assimilation 
of soil organic carbon: A framework for Earth system models. Ecology Letters, 17(5), 547–555. https://doi.org/10.1111/ele.12254

Xu, X., Thornton, P. E., & Post, W. M. (2013). A global analysis of soil microbial biomass carbon, nitrogen and phosphorus in terrestrial ecosys-
tems. Global Ecology and Biogeography, 22(6), 737–749. https://doi.org/10.1111/geb.12029

Xu, X., Yuan, F., Hanson, P. J., Wullschleger, S. D., Thornton, P. E., Riley, W. J., et al. (2016). Reviews and syntheses: Four decades of modeling 
methane cycling in terrestrial ecosystems. Biogeosciences, 13(12), 3735–3755. https://doi.org/10.5194/bg-13-3735-2016

Yarwood, S., Brewer, E., Yarwood, R., Lajtha, K., & Myrold, D. (2013). Soil microbe active community composition and capability of respond-
ing to litter addition after 12 years of no inputs. Applied and Environmental Microbiology, 79(4), 1385–1392. https://doi.org/10.1128/
AEM.03181-12

Yu, L., Ahrens, B., Wutzler, T., Schrumpf, M., & Zaehle, S. (2020). Jena Soil Model (JSM v1.0; revision 1934): A microbial soil organic 
carbon model integrated with nitrogen and phosphorus processes. Geoscientific Model Development, 13(2), 783–803. https://doi.org/10.5194/
gmd-13-783-2020

Yuan, Z., & Chen, H. Y. H. (2009). Global trends in senesced-leaf nitrogen and phosphorus. Global Ecology and Biogeography, 18(5), 532–542. 
https://doi.org/10.1111/j.1466-8238.2009.00474.x

Zeng, N., Yoshikawa, C., Weaver, A. J., Strassmann, K., Schnur, R., Schnitzler, K. G., et al. (2006). Climate–carbon cycle feedback analysis: 
Results from the C4MIP model intercomparison. Journal of Climate, 19(14), 3337–3353. https://doi.org/10.1175/jcli3800.1

Zhang, H., Goll, D. S., Wang, Y.-P., Ciais, P., Wieder, W. R., Abramoff, R., et al. (2020). Microbial dynamics and soil physicochemical properties 
explain large-scale variations in soil organic carbon. Global Change Biology, 26(4), 2668–2685. https://doi.org/10.1111/gcb.14994

Zhang, X., Niu, G.-Y., Elshall, A. S., Ye, M., Barron-Gafford, G. A., & Pavao-Zuckerman, M. (2014). Assessing five evolving microbial enzyme 
models against field measurements from a semiarid savannah-What are the mechanisms of soil respiration pulses? Geophysical Research 
Letters, 41(18), 6428–6434. https://doi.org/10.1002/2014gl061399

Zhang, X., Xie, Z., Ma, Z., Barron-Gafford, G. A., Scott, R. L., & Niu, G.-Y. (2022). A microbial-explicit soil organic carbon decomposition model 
(MESDM): Development and testing at a semiarid grassland site. Journal of Advances in Modeling Earth Systems, 14(1), e2021MS002485. 
https://doi.org/10.1029/2021MS002485

Zha, J., & Zhuang, Q. (2018). Microbial decomposition processes and vulnerable arctic soil organic carbon in the 21st century. Biogeosciences, 
15(18), 5621–5634. https://doi.org/10.5194/bg-15-5621-2018

Zha, J., & Zhuang, Q. (2020). Microbial dormancy and its impacts on northern temperate and boreal terrestrial ecosystem carbon budget. Bioge-
osciences, 17(18), 4591–4610. https://doi.org/10.5194/bg-17-4591-2020

Zhou, J., Chen, S., Yan, L., Wang, J., Jiang, M., Liang, J., et al. (2021). A comparison of linear conventional and nonlinear microbial models for 
simulating pulse dynamics of soil heterotrophic respiration in a semi-arid grassland. Journal of Geophysical Research: Biogeosciences, 126(5), 
e2020JG006120. https://doi.org/10.1029/2020JG006120

Zhu, X., Jackson, R. D., DeLucia, E. H., Tiedje, J. M., & Liang, C. (2020). The soil microbial carbon pump: From conceptual insights to empirical 
assessments. Global Change Biology, 26(11), 6032–6039. https://doi.org/10.1111/gcb.15319

 21698961, 2023, 8, D
ow

nloaded from
 https://agupubs.onlinelibrary.w

iley.com
/doi/10.1029/2023JG

007436 by C
ornell U

niversity, W
iley O

nline L
ibrary on [05/09/2023]. See the T

erm
s and C

onditions (https://onlinelibrary.w
iley.com

/term
s-and-conditions) on W

iley O
nline L

ibrary for rules of use; O
A

 articles are governed by the applicable C
reative C

om
m

ons L
icense

https://doi.org/10.5194/gmd-8-1789-2015
https://doi.org/10.1029/2019gl085543
https://doi.org/10.1038/s41598-019-43026-8
https://doi.org/10.5194/bg-5-749-2008
https://doi.org/10.5194/gmd-7-1519-2014
https://doi.org/10.5194/gmd-5-1259-2012
https://doi.org/10.1029/2005gb002468
https://doi.org/10.1111/ele.12254
https://doi.org/10.1111/geb.12029
https://doi.org/10.5194/bg-13-3735-2016
https://doi.org/10.1128/AEM.03181-12
https://doi.org/10.1128/AEM.03181-12
https://doi.org/10.5194/gmd-13-783-2020
https://doi.org/10.5194/gmd-13-783-2020
https://doi.org/10.1111/j.1466-8238.2009.00474.x
https://doi.org/10.1175/jcli3800.1
https://doi.org/10.1111/gcb.14994
https://doi.org/10.1002/2014gl061399
https://doi.org/10.1029/2021MS002485
https://doi.org/10.5194/bg-15-5621-2018
https://doi.org/10.5194/bg-17-4591-2020
https://doi.org/10.1029/2020JG006120
https://doi.org/10.1111/gcb.15319

	Microbial Models for Simulating Soil Carbon Dynamics: A Review
	Abstract
	Plain Language Summary
	1. Introduction
	2. Historical Development of Microbial Models
	3. Model Representation of Microbial Processes
	3.1. 
          Microbial-Mediated Decomposition of SOC
	3.1.1. 
            Zero-Order Microbial Model
	3.1.2. 
            First-Order Microbial Model
	3.1.3. Forward Michaelis-Menten
	3.1.4. Reverse Michaelis-Menten
	3.1.5. Equilibrium Chemistry Approximation
	3.1.6. Other Mechanisms

	3.2. Mineral Interaction
	3.3. Microbial Necromass Recycling
	3.4. Active and Dormant Microbial Dynamics

	4. Environmental Control on Microbial Processes
	5. Challenges and Recommendations
	5.1. Experimental Evidence for Rate-Limitation Processes in Microbial Models
	5.2. The Lack of Observational Data to Estimate Model Parameters
	5.3. The Spin-Up Problem in Microbial Models
	5.4. Potential Improvements of Microbial Models

	6. Summary
	Data Availability Statement
	References


