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The traditional classification of fungal and oomycete phytopathogens into three classes –
biotrophs, hemibiotrophs, or necrotrophs – is unsustainable. This study highlights
multiple phytopathogen species for which these labels have been inappropriately
applied. We propose a novel and reproducible classification based solely on
genome-derived analysis of carbohydrate-active enzyme (CAZyme) gene content
called CAZyme-Assisted Training And Sorting of -trophy (CATAStrophy). CATAStrophy
defines four major divisions for species associated with living plants. These are
monomertrophs (Mo) (corresponding to biotrophs), polymertrophs (P) (corresponding to
necrotrophs), mesotrophs (Me) (corresponding to hemibiotrophs), and vasculartrophs
(including species commonly described as wilts, rots, or anthracnoses). The Mo class
encompasses symbiont, haustorial, and non-haustorial species. Me are divided into the
subclasses intracellular and extracellular Me, and the P into broad and narrow host subclasses. This gives a total of seven discrete plant-pathogenic classes. The classification
provides insight into the properties of these species and offers a facile route to
develop control measures for newly recognized diseases. Software for CATAStrophy is
available online at https://github.com/ccdmb/catastrophy. We present the CATAStrophy
method for the prediction of trophic phenotypes based on CAZyme gene content, as a
complementary method to the traditional tripartite “biotroph–hemibiotroph–necrotroph”
classifications that may encourage renewed investigation and revision within the fungal
biology community.
Keywords: fungi, plant pathogen, biotroph, necrotroph, hemibiotroph, CAZymes, metabolism

INTRODUCTION
Fungal and oomycete plant pathogens cause crop losses of ∼15–25% of yield potential (Fisher
et al., 2018; Savary et al., 2019) and just five diseases destroy crops that could feed >600 million
people (Fisher et al., 2012; Bebber and Gurr, 2015; Gurr et al., 2015). Combating such diseases is
an ongoing challenge requiring good understanding of interactions between pathogens and hosts.
Fungal and oomycete pathogens have been classified by modes of nutrition for over 130 years
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(de Bary and Garnsey, 1887), but in the last 50 years the
dominant model has been a division into three “trophic” classes,
biotrophs, hemibiotrophs, and necrotrophs (Thrower, 1966;
Lewis, 1973). Non-pathogen species are described as symbionts
(or commensals) when living on or within a living host without
causing significant damage, or as saprotrophs (S) (or in older
literature as saprophytes) when they extract nutrients solely
from decaying biomaterials. The suffix “-trophic” emphasizes
that this model refers to the feeding mode of the pathogens.
Biotrophs feed on living host tissues and necrotrophs on
dead tissues. Hemibiotrophs start infection as a biotroph and
subsequently switch to necrotrophy [see Box 1 for a conventional
statement of the definitions]. The biotrophic, hemibiotrophic,
and necrotrophic classes have become associated with a number
of other properties (Table 1).
It is widely acknowledged that this model of plant pathogen
classification leaves much to be desired. Many pathogens are
placed by different authors in two and, in a few cases, all
three classes (Oliver and Ip-Cho, 2004; Stotz et al., 2014).
None of the features listed in Table 1 are diagnostic, with the
possible exception that all obligate pathogens are biotrophic,
but the converse is not true. There are substantial differences
in the hemibiotrophic lifestyle with some species having a clear
temporal division between biotrophic and necrotrophic phase,
while in others the trophic phase can coincide in time but in
differentiated tissues of the infected host. Classifications based on
host-range or type of defense mechanism are not supported by
well-established data. Furthermore nearly all resistance genes are,
in some circumstances, quantitative (Poland et al., 2009).
The fundamental basis of the difference between biotrophy
and necrotrophy – feeding on living and dead cells – is difficult
to apply. Firstly, it is unclear precisely when a host cell dies
and secondly, as all fungi and oomycetes feed by extracellular
osmotrophic adsorption (Richards and Talbot, 2013), it is unclear
which host cells can be said to be feeding the pathogen. Infected
tissue might contain both living and dead host cells, both of
which are releasing nutrients. Other groupings of plant pathogens
have been proposed. For example, wilt pathogens are defined as
colonizers of xylem vessels and surrounding parenchyma tissues
and cause characteristic symptoms associated with water stress.
It is unclear whether these pathogens have more in common with
biotrophs or necrotrophs (Klosterman et al., 2011).
The first completed genome sequence was brewer’s yeast in
1996 (Goffeau et al., 1996) and fungal plant pathogen genomes
followed from 2005. In this report, we studied 158 plant pathogen
genomes including those of 143 fungal and 15 oomycete species
or isolates (Pedro et al., 2016; Supplementary Data Sheet S1).
The motivation was to determine whether an unbiased

examination of this wealth of genome sequence data would
reveal an objective and robust classification system that had
predictive power. We sought a method that would exclusively
utilize genome-derived sequences and not require expression
analyses or any other in vivo assessments to predict the trophic
phenotype of a novel pathogen species.
In this study, we used counts of carbohydrate-active
enzyme (CAZyme)-encoding genes (Lombard et al., 2014)
to generate a novel classification of plant pathogens. Our
analysis suggests the existing tripartite trophic classification
system is unsustainable, highlights longstanding anomalies, and
permits the objective prediction of trophic phenotype based
on data common to all genome projects. The process grouped
species with similar trophic phenotypes regardless of their
phylogenetic history. We identified novel groups comprising
four major plant pathogen classes [monomertrophs (Mo),
polymertrophs (P), mesotrophs (Me), and vasculartrophs (V)],
two of which could be further divided into two sub-classes
(Figure 1). The Mo primarily metabolize simple sugars, P
metabolize complex sugars, and Me have characteristics of
both. These novel classes are roughly analogous to biotrophs,
necrotrophs, and hemibiotrophs, respectively. The data included
in this study were used to develop and train a predictive
tool for CAZyme-Assisted Training And Sorting of -trophy
(CATAStrophy), available online at https://github.com/ccdmb/
catastrophy. We present the CATAStrophy method for the
prediction of trophic phenotypes basedn on CAZyme gene
content, as a complementary method to the traditional tripartite
“biotroph–hemibiotroph–necrotroph” classifications that may
encourage renewed investigation and revision within the fungal
biology community.

RESULTS
Our goal was to use only genome sequences to determine
whether existing or new classifications of filamentous plant
pathogens were objectively supported, as gene transcript data or
cell-biological observations would eliminate the universality of
the approach. Initial investigations revealed that a small set of
gene functions was necessary to reduce noise. We focused on
genes encoding CAZymes (Cantarel et al., 2009; Lombard et al.,
2014), a ubiquitous, large, and well-defined set that can be autoannotated in a consistent manner. Furthermore, CAZyme genes
typically reside in genome regions less prone to de novo assembly
errors (Soanes et al., 2008). The CAZyme gene contents of 133
fungal and 15 oomycete species/formae speciales, and CAZyme
annotations were assigned for 136–1314 genes in fungi and
255–793 genes in oomycetes (Supplementary Data Sheet S2).
Principal component analysis (PCA) of CAZyme contents
across a training set of 85 fungal and oomycete species
(Supplementary Data Sheet S1) allowed the separation of most
of the species with the first two principal components (PCs)
(Figure 2, Step 1), containing 56.5 and 10.7% of variation,
respectively. PC2 separated species predominantly based on
phylogeny, with the Oomycota generally having high values,
Ascomycota low values, and Basidiomycota low to intermediate

BOX 1 | Conventional terms for describing plant pathogen trophic
phenotypes.
Biotroph – feeding from within living host cells throughout its lifecycle.
Necrotroph – feeding from dead (or dying) host cells.
Hemibiotroph – initially feeding as a biotroph and then switching to
necrotrophy.
Saprotroph – a fungus that only lives on dead organic material.
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TABLE 1 | Alleged typical properties of pathogenic trophic classes.
Property

Biotroph

Hemibiotroph

Necrotroph

Feeding (Scott, 1972; Parbery, 1996)

On living host cells

Initially on living and later on
dying/dead host cells

On dead or dying host cells

Obligate or facultative (Scott, 1972;
Parbery, 1996)

Obligate

Facultative

Facultative

Feeding structures (Gay, 1984;
Mendgen et al., 2000; Laluk and
Mengiste, 2010)

Haustoria

Haustorium-like structures
(appressoria/hyphopodia) in
some cases

No haustoria

Host range (Lewis, 1973; Lucas, 1998;
Zeilinger et al., 2016)

Narrow

Narrow

Broad

Hormones involved in defense
(Hammond-Kosack and Parker, 2003;
Glazebrook, 2005)

Salicylic acid

Salicylic/Jasmonic acid

Jasmonic acid

Effectors (Stergiopoulos and de Wit,
2009;
Tan et al., 2010; Koeck et al., 2011)

Avirulence effectors;
gene-for-gene interactions

Avirulence effectors;
gene-for-gene interactions

Host-specific toxins;
necrotrophic effectors

Resistance genes (Glazebrook, 2005;
Wang et al., 2014)

Qualitative

Qualitative

Quantitative

PCA space and developed metrics for the relative distances to
the centroids of each trophic class, which we refer to herein as
“relative centroid distance” (RCD) (Figure 2, Step 3).
We predicted each species as a member of one of the five
major classes (S, Mo, Me, P, and V), and also assigned one
or more secondary “affinities,” for sub-classes of the Me and
P classes (MeI, MeE, PN, and PB) or alternate major classes
that differed from the primary class prediction. We observed
the RCD method (see the section “Materials and Methods”)
using our novel trophic classes to be generally consistent
with our overall biological expectations of trophic phenotypes
(Figures 3B,C) and report our predictions for the 158 isolates
included in this study (Table 2 and Supplementary Data
Sheet S1). We observed several examples of distantly related
taxa being predicted in the same trophic class and conversely
species of the same genus accurately placed into different
trophic classes. Rate of successful prediction (Supplementary
Data Sheet S1) was 77% compared to terms derived from
common usage in the literature; however, the curated success
rate was 90% after taking into account recent literature revisions
and other caveats outlined in the discussion and noted in
Supplementary Data Sheet S1.

values. PC1 separated trophic classes into an approximate
spectrum progressing from the traditionally classified S to
biotrophs, hemibiotrophs, and necrotrophs. While a trend was
apparent, using the trophic terms assigned based on commonly
usage in literature (Figure 3 and Supplementary Data Sheet S1),
these terms were not consistently clustered within the same
regions of PCA space. We also used novel trophic classifications
proposed in this study consisting of five major classes (Figure 2,
Step 1), two of which were each sub-dividable into two subclasses. Species commonly described as wilts formed a distinct
group with high PC1 values and low PC2 values (Figure 2, Step
1), suggesting the need for the creation of a new class.
We propose a novel trophic nomenclature that contains
five major classes (Figure 1, section “Materials and Methods”)
and introduces new class names derived from our CAZymebased approach. The S class remains unchanged, while the
traditional biotroph and necrotroph classes are replaced by Mo
and P, respectively, reflecting a preference for either monomeric
or oligomeric/polymeric primary nutrient sources. Two novel
classes are proposed which broadly replace the hemibiotrophs;
these are Me (from “meso” meaning intermediate) and V, which
comprises pathogens commonly described as wilts, anthracnoses,
and rots. The P are divided into two sub-classes that correspond
to polyphagy [broad host range (PB) or host-specificity (narrow
host range {PN}). The Me class divided into two sub-classes
corresponding to intracellular (MeI)] or extracellular (MeE)
interactions. Hence, there are a total of four major classes of
fungi and oomycetes that all interact with living plants (Mo, P,
Me, and V) alongside the non-pathogenic S, and four informative
sub-classes (MeI, MeE, PN, and PB).
After applying our novel nomenclatures to the PCA data
(Figure 2, Step 1) we observed improvements in how species
of the same trophic classification grouped into homogeneous
clusters (Figures 3B,C). Our method for testing and predicting
trophic phenotypes had to deal with cases where species were
roughly equidistant to two or more clusters within the PCA
space (Figure 2, Step 2). We therefore calculated centroids in the
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DISCUSSION
The Five-Trophic Classes: Saprotrophs,
Monomertrophs, Polymertrophs,
Mesotrophs, and Vasculartrophs
Since the inception of plant pathology, classification of
filamentous fungal and oomycete plant pathogens into subgroups
has been attempted based on nutritive phenotypes (de Bary and
Garnsey, 1887). A tripartite division into biotrophs, necrotrophs,
or hemibiotrophs has dominated the field for 50 years (Thrower,
1966; Lewis, 1973). It is striking that even with advancements in
microscopy, allowing observations of host–microbe interactions
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FIGURE 1 | Comparison of common trophic terms used in plant pathology literature (left), with our proposed novel classification system of five major trophic classes
(middle) and nine sub-classes (right).

Oomycota (downy mildews and Phytophthora species). They
are also found in true symbionts, including the mycorrhizal
Glomeromycota.
The CATAStrophy method linked phylogenetically disparate
groups of traditional biotrophs and symbionts into the Mo
class, including oomycetes (e.g., Phytophthora spp., Albugo
spp., and Hyaloperonospora arabidopsidis), rust and smut fungi
(e.g., Puccinia spp., Ustilago spp., and Melampsora laricispopulina), the powdery mildews (e.g., Erysiphe necator and
Blumeria graminis), and known symbionts and mycorrhiza
(e.g., Epichloë spp., Pisolithus spp., Laccaria bicolour, and Tuber
melanosporum). Excluded from this class were traditionally
defined biotrophs such as Fulvia fulva (syn. Cladosporium
fulvum, Passalora fulva) and Venturia spp., which lack haustoria.
Indeed, F. fulva was long regarded as a model for the
biotrophs (de Wit, 2016). However, recent studies have concluded
that both F. fulva and Venturia spp. are hemibiotrophic
(Stotz et al., 2014).
The Mo class was the least well-predicted by CATAStrophy,
in that haustorial and non-haustorial sub-classes could not be
adequately distinguished, nor could the symbionts. Biotrophs and
symbionts have low CAZYme (Supplementary Data Sheet S2)
and secondary metabolite gene contents (Supplementary Text
S1). This is consistent with a common strategy of causing
minimal damage to host cells, i.e., producing fewer PAMPs
or DAMPs. Free-living yeast species were also cryptically
predicted in this class, likely due to their preference for
unpolymerized sugars (Rodrigues et al., 2006) that parallel
haustorial biotrophic metabolism (Hahn and Mendgen, 1997,
2001; Voegele et al., 2001). Yeasts and species like N. crassa
are the first colonizers of rich sources of sugars and amino

at the cellular level, these divisions have persisted despite many
obvious anomalies (Kuo et al., 2014; Stotz et al., 2014; SánchezVallet et al., 2015; Videira et al., 2017). These divisions have
been causally linked to broader features of their host interactions
(Glazebrook, 2005) and thence directed strategies for disease
control (Oliver, 2009; Burdon et al., 2014).
The genomics era has given us a plethora of data with
which to generate an objective classification system that would
aid development of sustainable control strategies for both
familiar and emergent plant pathogens (Fisher et al., 2012). The
CATAStrophy method provides a non-biased way to predict the
trophic (sub-)class of filamentous plant pathogens solely based
on their CAZyme gene content. The discussion below focuses on
key species – we invite readers to view comprehensive reports
of species and their trophic predictions in Supplementary Data
Sheet S1 and Supplementary Text S1.

Monomertrophs
Perhaps the most distinctive of the traditionally defined
pathogens classes are the biotrophs. Archetypal biotrophs
complete their lifecycles only on their specific hosts and
typically exhibit clear-cut gene-for-gene host interactions
involving biotrophic effectors (syn. avirulence determinants)
(Tanaka et al., 2015). Their extreme host specialization
is linked to the absence of several primary biosynthetic
pathways (Supplementary Text S1). Archetypal biotrophs
feed via specific structures, haustoria, which invaginate
the host cell membranes and permit the adsorption of
nutrients directly from the host cytoplasm (Staples, 2001).
Haustoria have evolved multiple times and are found in
Ascomycota (powdery mildews), Basidiomycota (rusts), and the
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FIGURE 2 | Workflow of the trophic prediction method. Step 1: CAZyme gene contents are compared across species using multivariate analysis. Step 2: trophic
classifications are assigned to each species (Supplementary Data Sheet S1) and centroids are calculated for each trophic class. Step 3: relative centroid
distances (RCDs) are calculated for each species, with the closest centroid assigned an RCD score of 1, the furthest as 0, and other centroid distances expressed
as a relative proportion. Species were predicted as members of a major trophic class where RCD = 1 and assigned additional affinities for other classes or
sub-classes where RCD ≥ 0.95. Importantly, species may be predicted after RCD calculation into a different class than was initially assigned.

acids, and some strains lack enzymes needed even for
modestly polymerized substrates (e.g., sucrose). Species in the
Mo class generally have the lowest number of CAZymes,
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consistent with this explanation (Hahn and Mendgen, 2001).
An improved method that might be able to resolve these
issues, such as through use of and expanded set of appropriate
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FIGURE 3 | Assessment of predicted CATAStrophy classifications of fungal trophic phenotypes. Confusion matrices were used to assess the relative suitability of
each nomenclature [literature-derived terms (A) compared, novel major classes (B), and novel sub-classes (C)] for use in the CATAStrophy RCD method.
CATAStrophy predictions were assessed for accuracy compared to the assigned terms listed in Supplementary Data Sheet S1.

Narrow Host-Range Polymertrophs

functional annotations, may be possible to address in a followup study.

Broad host-range polymertrophs and PN pathogens can be
distinguished by CAZyme content (Choquer et al., 2007;
Andrew et al., 2012; Baroncelli et al., 2016), the former having
expanded CAZyme contents ensuring activity across multiple
hosts (Baroncelli et al., 2016), which may permit reduced reliance
on effectors. Conversely, PN pathogens require less CAZyme
diversity relative to the PB sub-class and are commonly reported
to use host-specific necrotrophic effectors (Stergiopoulos and de
Wit, 2009). The PN sub-class conformed well to conventional
expectations, and included Pyrenophora spp., P. nodorum,
Cochliobolus spp., and Alternaria spp. (except Alt. brassicicola)
(see also Supplementary Text S1).

Polymertrophs
Methods to classify facultative plant pathogens are less widely
accepted. The term necrotroph has been applied to pathogens
that cause rapid necrosis when inoculated onto hosts and
whose culture filtrates also cause necrosis when applied to host
tissue (Solomon et al., 2006). CATAStrophy grouped genera
or species already widely accepted as necrotrophic into the P
class, including: Alternaria spp., Botrytis cinerea (syn. Botryotinia
fuckeliana), Cochliobolus (syn. Bipolaris) spp., Pyrenophora
spp., Parastagonospora nodorum, Ascochyta rabiei, Rhizoctonia
solani, Gaeumannomyces graminis, and Sclerotinia spp. Fusarium
graminearum is commonly reported as a hemibiotroph, but
polymertrophy is consistent with its broad host range and
reliance on mycotoxins. Verticillium spp. were predicted as
P despite initial assignment as V prior to RCD prediction
(see below). Magnaporthe oryzae was also predicted as a P,
and although commonly described as hemibiotrophic, it is
capable of causing rapid necrosis. In contrast, the closely
related M. poae was predicted as a Mo consistent with it
known properties.

Mesotrophs
Hemibiotrophs are the most problematic traditional classification
and some species described in this division were not predicted as
Me. Instead our analysis grouped facultative biotrophic species
that have longer latent periods than necrotrophs and do not use
toxins as a primary virulence determinant into the Me class. They
include most (but not all) Colletotrichum spp., Venturia spp.,
Zymoseptoria spp., F. poae, Pseudocercospora fijiensis, F. fulva,
L. maculans, and R. solani AG8. Our analysis supported a further
division into two sub-classes similar to that proposed earlier
(Perfect et al., 1999) based on invasion of either intracellular or
extracellular host tissues.

Broad Host-Range Polymertrophs
Botrytis cinerea quintessentially represents this sub-class. Others
included Sclerotinia spp., Verticillium spp., Aspergillus spp.,
Alternaria brassicicola, A. rabiei, and F. graminearum. R. solani
is divided into sexually incompatible anastomosis groups (AGs)
exhibiting variable breadths in host ranges. The AG1-IA isolate
(infecting rice) was predicted as PB but the AG8 isolate (infecting
multiple legume and cereal species) was predicted across the S,
Me(MeE), and PB classes. Both R. solani AG8 and Leptosphaeria
maculans were predicted across three primary classes (S/Me/P,
with affinities for MeE and PB sub-classes). Both exhibit wide
host-ranges and complex and elongated life cycles that may
indicate prolonged saprotrophic or biotrophic phases prior
to necrotrophy.

Frontiers in Microbiology | www.frontiersin.org

Extracellular (Non-appressorial) Mesotrophs
Hemibiotrophs including L. maculans, Zymoseptoria spp.,
and P. fijiensis exhibit an elongated latent phase prior to
necrotrophy and were appropriately predicted with MeE affinity.
Venturia spp. and C. fulvum were also predicted as MeE, in
agreement with their recent re-classifications as hemibiotrophs
(Stotz et al., 2014). C. fulvum – long regarded as a model
biotroph – grows biotrophically under controlled greenhouse
conditions with optimal temperature and relative humidity
(de Wit, 2016), but under variable conditions or natural infection
can cause noticeable necrosis.
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Common literaturebased description
(-troph)

Assigned subclass for training
(pre-prediction)

Saprotroph

Monomertroph

Polymertroph –
narrow host range

Polymertroph –
broad host range

Vasculartroph

Predicted
major class

ATCC66891

Asco

Dothideo

Necro-

U

0.37

0.28

0.98

0.51

1

0.71

0.68

P

MeI, PN

Alternaria brassicicola

BMP1950

Asco

Dothideo

Necro-

PN

0.75

0.67

0.52

0.97

1

0.97

0

P

MeE, PN/PB

Ascochyta rabiei

ArDii

Asco

Dothideo

Necro-

U

0.60

0.51

0.46

0.93

0.85

1

0

P

PB

Cochliobolus heterostrophus

C5

Asco

Dothideo

Necro-

PN

0.37

0.31

0.73

0.51

1

0.65

0.37

P

PN

Cochliobolus sativus (syn. Bipolaris sorokiniana)

ND90Pr

Asco

Dothideo

Necro-

Dothistroma septosporum

NZE10

Asco

Dothideo

Hemibio-

Fulvia fulva (syn Cladosporium fulvum; Passalora fulva)

CBS131901

Asco

Dothideo

Leptosphaeria maculans

v23.1.3

Asco

Dothideo

Parastagonospora nodorum

SN15

Asco

Dothideo

Necro-

Pseudocercospora fijiensis (syn. Mycosphaerella fijiensis)

CIRAD86

Asco

Dothideo

Hemibio-

Predicted
sub-class
affinities

Class
(-mycetes)

Alternaria alternata

Mesotroph –
extracellular

Strain/isolate

Mesotroph –
inttracellular

Species

Phylum/subphylum (-mycota)

Frontiers in Microbiology | www.frontiersin.org

TABLE 2 | Summary of predicted CATAStrophy classifications for selected fungal and oomycete species (full version in Supplementary Data Sheet S1).

PN

0.41

0.35

0.64

0.57

1

0.68

0.22

P

PN

MeE

0.89

0.98

0.26

1

0.57

0.76

0

Me

Mo, MeE

Hemibio-

Mo

0.67

0.74

0.32

1

0.68

0.91

0

Me

MeE

Hemibio-

MeE

1

0.93

0.47

1

0.68

1

0

S/Me/P

S, MeE, PB

PN

0.41

0.32

0.59

0.56

1

0.67

0.24

P

PN

MeE

0.73

0.83

0.26

1

0.65

0.82

0

Me

MeE

7

Pyrenophora teres f. teres

0-1

Asco

Dothideo

Necro-

PN

0.47

0.4

0.48

0.67

1

0.75

0.05

P

PN

Pyrenophora tritici-repentis

Pt-1C-BFP

Asco

Dothideo

Necro-

PN

0.53

0.44

0.47

0.73

1

0.81

0

P

PN

Ramularia collo-cygni

DK05 Rcc001

Asco

Dothideo

Hemibio-

U

0.79

0.87

0.28

1

0.62

0.83

0

Me

MeE

Venturia inaequalis

20141010

Asco

Dothideo

Hemibio-

U

0.71

0.68

0.41

1

0.84

1

0

Me/P

MeE, PB

Venturia pirina

20150407

Asco

Dothideo

Hemibio-

U

0.74

0.75

0.44

1

0.84

0.98

0

Me

MeE, PB

Zymoseptoria tritici

IPO323

Asco

Dothideo

Hemibio-

MeE

0.86

0.97

0.24

1

0.57

0.73

0

Me

Mo, MeE

Blumeria graminis

DH14

Asco

Leotio

Bio-

Mo

0.90

1

0.21

0.81

0.44

0.60

0

Mo

–

Botrytis cinerea

B05

Asco

Leotio

Necro-

PB

0.61

0.5

0.40

0.75

0.52

1

0

P

PB

C

Asco

Leotio

Bio-

Mo

0.90

1

0.22

0.81

0.45

0.60

0

Mo

–

KW1

Asco

Leotio

Necro-

U

0.47

0.38

0.73

0.63

1

0.86

0.28

P

PN

Sclerotinia borealis

F-4128

Asco

Leotio

Necro-

PB

0.74

0.61

0.39

0.82

0.58

1

0

P

PB

Sclerotinia sclerotiorum

1980 UF-70

Asco

Leotio

Necro-

PB

0.91

0.82

0.39

0.94

0.59

1

0

P

PB

Colletotrichum gloeosporioides

Cg-14

Asco

Sordario

Hemibio-

MeI

0.27

0.19

0.90

0.37

0.65

0.55

1

V

–

Colletotrichum graminicola

M1.001

Asco

Sordario

Hemibio-

MeI

0.52

0.38

1

0.64

1

0.91

0.43

Me/P

MeI, PN

Colletotrichum higginsianum

IMI349063

Asco

Sordario

Hemibio-

MeI

0.39

0.3

1

0.52

0.75

0.75

0.54

Me

MeI

Epichloë festucae

E2368

Asco

Sordario

Symbiont

Mo

0.84

1

0.21

0.78

0.42

0.58

0

Mo

Mo

Epichloë glyceriae

E277

Asco

Sordario

Symbiont

Mo

0.84

1

0.30

0.93

0.56

0.69

0

Mo

Mo
(Continued)
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Erysiphe necator
Hymenoscyphus fraxineus (syn. Chalara fraxinea)

Hane et al.

Polymertroph –
broad host range

Vasculartroph

Predicted
major class

Predicted
sub-class
affinities

Sordario

Hemibio-

MeE

0.58

0.5

0.97

0.81

0.98

1

0.77

P

MeI, PN/PB

Asco

Sordario

Wilt

V

0.24

0.19

0.69

0.33

0.51

0.46

1

V

–

Fusarium solani

mpVI

Asco

Sordario

Wilt

V

0.24

0.18

0.69

0.33

0.50

0.45

1

V

–

Gaeumannomyces graminis

R3-111a-1

Asco

Sordario

Root

PB

0.65

0.56

0.74

0.75

1

0.88

0.04

P

PN

Magnaporthe oryzae

70-15

Asco

Sordario

Hemibio-

MeI

0.56

0.48

0.73

0.71

1

0.83

0.15

P

PN

Magnaporthe poae

ATCC64411

Asco

Sordario

Root

Mo

0.99

1

0.44

0.95

0.71

0.82

0

Mo

S, MeE

Verticillium albo-atrum

VaMs.102

Asco

Sordario

Necro-

V

0.84

0.72

0.58

0.94

0.77

1

0

P

PB

Verticillium dahliae

VdSo316

Asco

Sordario

Hemibio-

V

0.67

0.48

0.70

0.79

0.85

1

0

P

PB

Rhizoctonia solani

AG1-IA

Basidio

Agarico

Necro-

PB

0.57

0.38

0.71

0.67

0.65

1

0.06

P

PB

Rhizoctonia solani

AG8 WAC10335

Basidio

Agarico

Necro-

PB

1

0.93

0.47

1

0.68

1

0

S/Me/P

S, MeE, PB

Polymertroph –
narrow host range

Mesotroph –
inttracellular

Asco

4287

Mesotroph –
extracellular

Monomertroph

PH-1

Fusarium oxysporum f. sp. lycopersici

Saprotroph

Common literaturebased description
(-troph)

Fusarium graminearum

Assigned subclass for training
(pre-prediction)

Strain/isolate

Class
(-mycetes)

8

Species

Phylum/subphylum (-mycota)
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98AG31

Basidio

Puccinio

Bio-

Mo

0.98

1

0.33

0.99

0.59

0.79

0

Mo

S, MeE

UG99

Basidio

Puccinio

Bio-

Mo

0.97

1

0.32

0.97

0.59

0.78

0

Mo

S, MeE

Puccinia striiformis

PST-130

Basidio

Puccinio

Bio-

Mo

0.92

1

0.27

0.86

0.51

0.67

0

Mo

–

Ustilago hordei

Uh4857_4

Basidio

Ustilagino

Bio-

Mo

0.90

1

0.21

0.82

0.43

0.61

0

Mo

–

Ustilago maydis

521

Basidio

Ustilagino

Bio-

Mo

0.75

1

0.22

0.78

0.45

0.64

0

Mo

–

Albugo candida

ASM107853v1

Oo

Oo

Bio-

Mo

0.74

1

0.19

0.66

0.37

0.51

0

Mo

–

Albugo laibachiic

ENA1

Oo

Oo

Bio-

Mo

0.84

1

0.23

0.72

0.42

0.56

0

Mo

–

Hyaloperonospora arabidopsidis

Emoy2

Oo

Oo

Bio-

Mo

0.71

1

0.18

0.64

0.36

0.49

0

Mo

–

Phytophthora ramorum

CDFA1418886

Oo

Oo

Bio-

Mo

0.58

1

0.21

0.60

0.33

0.51

0

Mo

–

Phytophthora sojae

P6497

Oo

Oo

Bio-

Mo

0.51

1

0.24

0.58

0.31

0.53

0

Mo

–

Relative centroid distance (RCD) scores from 0 to 1 are presented for each of the nine trophic sub-classes. An RCD value of 1 (bold and underlined) indicates membership in a major trophic class and a value ≥0.95
(bold) predicts affinity for one or more trophic sub-classes. Predicted trophic class and sub-classes are summarized in the right-hand columns. S, saprotroph; Mo, monomertroph; Me, mesotroph; MeI, mesotroph –
intracellular; MeE, mesotroph – extracellular; P, polymertroph; PB, polymertroph – broad host range; PN, polymertroph – narrow host range; V, vasculartroph; U, unclassified (not included in training).
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Melampsora laricis-populina
Puccinia graminis
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Carbohydrate-active enzyme-Assisted Training And Sorting
of -trophy focuses attention on the properties linking and
separating these groups and provides a basis for a reproducible,
objective, and unbiased classification of fungal trophic
phenotypes. Current trends in whole-genome sequencing
techniques and costs have led to a rapid increase in the number
of fungal species sequenced. Correspondingly, the species studied
by these techniques have rapidly spread from a few species with
historically high economic and scientific relevance to species
with local or recent impact. A good example is ash-dieback and
Ramularia leaf spot (Saunders et al., 2014; Stam et al., 2018).
There are clear differences in the strategies adopted to combat
haustorial biotrophic and narrow-host range necrotrophic
plant pathogens (Oliver, 2009; Burdon et al., 2014). Thus, the
economic and societal impact of a rapid assessment of the causal
organism of a novel disease could be significant. As microbial
genomics data grow in volume, we anticipate an emerging need
for bioinformatic techniques such as CATAStrophy that can
predict agriculturally relevant phenotypes from genomic data,
particularly as only a minor fraction of plant pathogenic fungi
have been studied in detail. The CATAStrophy method suggests
a novel and more detailed grouping of pathogens which we hope
will stimulate the development and testing of hypotheses relating
to pathogenicity, virulence, and control measures.

Intracellular (Appressorial) Mesotrophs
The MeI sub-class was initially assigned to species possessing
appressoria-like feeding structures formed on the host surface
prior to host penetration, exemplified by the Colletotrichum spp.
Almost all Colletotrichum spp. were predicted as MeI, with the
exception of C. gloeosporioides (V). Other appressorial species
including M. oryzae, G. graminis, and Alternaria spp. were
predicted instead as P (excepting A. longipes, MeI). F. poae
and F. graminearum (P) were predicted with MeI affinity,
which is supported in the latter by reports of mycotoxinproducing appressorium-like structures. While this class was
initially assigned to appressorial hemibiotroph species prior to
RCD prediction, the MeI sub-class appears not to be strictly
linked to the presence of appressoria but still correlates to
intracellular host interactions. This mirrors how reports of
appressoria do not align consistently with the intracellular
hemibiotrophic phenotype.

Vasculartrophs
We propose a novel V class which contains pathogens that
are associated with wilt, anthracnose, and rot symptoms and
grouped separately from the Mo, Me, or P classes. Several “wiltlike” species are not well-defined in terms of their mode of
nutrition, but our analysis suggests that V are most similar in
CAZyme content to the PB sub-class. This V class was initially
assigned to the Fusarium spp. (excluding F. graminearum) and
Verticillium spp. prior to RCD prediction. In final trophic
predictions (Step 3) however, Verticillium spp., F. poae, and
F. lansethiae were not predicted in this class. Verticillium spp.
and Fusarium spp., despite both being commonly referred to
as “wilts,” do exhibit several differences including: host-range
(Verticillium is broader), climate preference (Verticillium prefers
cooler temperatures), and severity with less vascular browning
and no cell death in Verticillium but more browning and necrosis
in Fusarium wilt on tomato. Thus, the prediction of Verticillium
outside this group (PB) may be due to genuine biological
features that need to be further investigated. Although the
Colletotrichum spp. are predominantly predicted as mesotrophic,
C. gloeosporioides, C. simmondsii, and C. nymphaeae were
predicted as primarily vasculartrophic.

MATERIALS AND METHODS
Prediction of Carbohydrate-Active
Enzyme Contents
Whole proteome (i.e., predicted gene translations) sequences
were obtained in FASTA format as per Supplementary Data
Sheet S1 and Supplementary Text S1. The CAZyme (Cantarel
et al., 2009; Lombard et al., 2014) functional annotations were
utilized to represent a priori evidence reporting the “trophic
type.” CAZyme classes were annotated for all species via
HMMER 3.0 (as per dbCAN recommendations, i.e., hmmscan
with the -domtblout parameter, then dbcan hmmscan-parser.sh
with 80 aa minimum alignment length, e-value < 1e−5 and
>30% coverage of HMM) (Eddy, 2010) and the dbCAN (version
6) set of CAZyme HMMs (Yin et al., 2012), listed in full in
Supplementary Data Sheet S2.

CONCLUSION

Organization of Reported Trophic
Phenotypes Into Discrete Classes

The long history of the biotroph–hemibiotroph–necrotroph
classification of plant pathogens (de Bary and Garnsey, 1887)
is evidenced by its persistence in major textbooks and reviews
(Horbach et al., 2011). Despite its ubiquity, the tripartite
classification has long been regarded as problematic (Oliver
and Ip-Cho, 2004; Glazebrook, 2005; Kuo et al., 2014; Stotz
et al., 2014; Sánchez-Vallet et al., 2015; Videira et al., 2017).
Increased availability of genomic data has allowed us to reexamine the suitability of this nomenclature. The CATAStrophy
method allows for the prediction of trophic classes based
solely on CAZYme gene content. In place of the three major
classes of pathogen, we propose four novel pathogen classes:
Mo, P, Me, and V.

Frontiers in Microbiology | www.frontiersin.org

We tested three discrete nomenclatures that describe the trophic
phenotype. The first trophic nomenclature was assigned
to species based on the terms – S, symbiont, biotroph,
hemibiotroph, and necrotroph – commonly reported in
published literature (Table 2 and Figure 3A). The second
nomenclature uses five major divisions (S, Mo, Me, P, and V)
(Figure 3B). Nomenclature 3 uses the five major divisions (S,
Mo, Me, P, and V), and included sub-divisions for MeI, MeE,
PN, PB and three sub-divisions of the Mo (symbionts, haustorial,
and non-haustorial; Figure 1 top panel) that were later obsoleted
(Table 2 and Figure 3C). Due to difficulties in resolving the
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using confusion matrices that the predictions to assigned terms
(Figure 3). The PCA plot and principle component coordinates
for each species included in the initial CATAStrophy analysis (i.e.,
not unassigned in Supplementary Data Sheet S1) are provided in
Supplementary Data Sheet S3.

sub-classes within the Mo, we assigned them numerical labels
(Mo1, Mo2, and Mo3, respectively) where they appear in
Supplementary Material (Supplementary Data Sheet S1), but
for the purpose of summarizing CATAStrophy predictions have
merged them into a single Mo class (Mo). Importantly, all three
nomenclatures were initially based on reports derived from peerreviewed literature (Supplementary Data Sheet S1). The three
nomenclatures were tested for their relative efficacy (Figure 3)
and nomenclature 2 (S, Mo, Me, P, V) is the primary one used for
subsequent analyses presented in this study.

DATA AVAILABILITY STATEMENT
All datasets generated for this study are included in the
article/Supplementary Material. CATAStrophy software
available at https://github.com/ccdmb/catastrophy.

Prediction of Trophic Classes via
Multivariate Analysis
The number of genes in each species assigned to each CAZyme
class was used in PCA using singular value decomposition via
scikit-learn v 0.18.1 (Pedregosa et al., 2011) to cluster species
(Figure 2). Species were each assigned a trophic class based
on the most commonly used term derived from literature
reports, or the equivalent term from our novel proposed
nomenclatures. Centroids corresponding to each trophic subclass were calculated based on the positions in PCA space of the
species assigned that class (Supplementary Data Sheet S1). Each
species was then unassigned from its designated trophic class,
its position in PCA space relative to centroids was calculated,
and a RCD score was calculated for each species to assess the
relative likelihood of its membership in each class. Centroids
were re-calculated for the assessment of each species during
RCD analysis, with the species currently being assessed being
removed from centroid calculations so as not to influence the
prediction. The centroid closest to a species in PCA space was
assigned an RCD score of 1, with other centroids expressed as
a normalized proportion of the closest centroid distance. RCD
scores were rounded to two decimal places. Using data based
on initial manual assignment of the novel classes and subclasses (Table 2 and Supplementary Data Sheet S1), species
were predicted to belong to broad classes (Table 2) where
RCD = 1 with high confidence, and also assigned additional
“affinities” for sub-classes (Table 2) if RCD ≥ 0.95 at a lower
confidence. RCD scores for the biotroph sub-divisions Mo1,
Mo2, and Mo3 are reported individually in Supplementary Data
Sheet S1, but only the maximum of these scores is reported for
the Mo class in Table 2. Using this method it is possible for
trophic classes to be revised, i.e., a species may be predicted in
a different class than it was originally assigned to prior to RCD
calculation. In order to demonstrate the efficacy of the newly
proposed trophic nomenclatures for the CATAStrophy RCD
method, each of the three nomenclatures (literature-derived,
novel major classes, and novel sub-classes) was tested separately
via the CATAStrophy method and the predictions were assessed

AUTHOR CONTRIBUTIONS
JH and DJ performed the bioinformatics analysis. DJ and JP
performed the multivariate analysis. JH and RO wrote the
manuscript. JH, RO, and PW edited the manuscript. All authors
read and approved the manuscript.

ACKNOWLEDGMENTS
Thanks to Alison Testa for compilation of sequences and
metadata prior to this study. This study was initiated as
part of a Royal Dutch Academy of Sciences (KNAW) visiting
professorship to R. Oliver to the Laboratory of Phytopathology of
Wageningen University and benefitted from resources provided
at the NCI National Facility systems and Pawsey Supercomputing
Centre through State and National Computational Merit
Allocation Schemes supported by the Australian Government.

SUPPLEMENTARY MATERIAL
The Supplementary Material for this article can be found
online at: https://www.frontiersin.org/articles/10.3389/fmicb.
2019.03088/full#supplementary-material
DATA SHEET S1 | Full list of fungal and oomycete species and isolates used in
this study, their assigned trophic classifications based on literature consensus,
and their predicted CATAStrophy classifications.
DATA SHEET S2 | CAZyme annotations assigned to species via dbCAN.
DATA SHEET S3 | Plot and PCA coordinates for the first 16 principle components
derived from CAZyme gene contents for 110 fungal and oomycete species and
isolates used to build the CATAStrophy RCD predictive method.
TEXT S1 | References for species and genome resources cited in this study, and
additional discussion of CATAStrophy predictions for selected species.

REFERENCES

Baroncelli, R., Amby, D. B., Zapparata, A., Sarrocco, S., Vannacci, G., Le Floch, G.,
et al. (2016). Gene family expansions and contractions are associated with host
range in plant pathogens of the genus Colletotrichum. BMC Genomics 17:555.
doi: 10.1186/s12864-016-2917-6
Bebber, D. P., and Gurr, S. J. (2015). Crop-destroying fungal and oomycete
pathogens challenge food security. Fungal Genet. Biol. 74, 62–64. doi: 10.1016/
j.fgb.2014.10.012

Andrew, M., Barua, R., Short, S. M., and Kohn, L. M. (2012). Evidence
for a common toolbox based on necrotrophy in a fungal lineage
spanning
necrotrophs,
biotrophs,
endophytes,
host
generalists
and specialists. PLoS One 7:e29943. doi: 10.1371/journal.pone.002
9943

Frontiers in Microbiology | www.frontiersin.org

10

January 2020 | Volume 10 | Article 3088

Hane et al.

“CATAStrophy” for Classification of Phytopathogens

Burdon, J. J., Barrett, L. G., Rebetzke, G., and Thrall, P. H. (2014). Guiding
deployment of resistance in cereals using evolutionary principles. Evol. Appl.
7, 609–624. doi: 10.1111/eva.12175
Cantarel, B. L., Coutinho, P. M., Rancurel, C., Bernard, T., Lombard, V., and
Henrissat, B. (2009). The carbohydrate-active enZymes database (CAZy): an
expert resource for Glycogenomics. Nucleic Acids Res. 37, D233–D238. doi:
10.1093/nar/gkn663
Choquer, M., Fournier, E., Kunz, C., Levis, C., Pradier, J. M., Simon, A., et al.
(2007). Botrytis cinerea virulence factors: new insights into a necrotrophic and
polyphageous pathogen. FEMS Microbiol. Lett. 277, 1–10. doi: 10.1111/j.15746968.2007.00930.x
de Bary, A., and Garnsey, H. E. F. (1887). Comparative Morphology and Biology of
the Fungi, Mycetozoa and Bacteria. Oxford: Clarendon Press.
de Wit, P. J. (2016). Cladosporium fulvum effectors: weapons in the arms race
with tomato. Annu. Rev. Phytopathol. 54, 1–23. doi: 10.1146/annurev-phyto011516-040249
Eddy, S. (2010). HMMER3: A New Generation of Sequence Homology Search
Software. Available at: http://hmmer.janelia.org (accessed January 2019).
Fisher, M. C., Hawkins, N. J., Sanglard, D., and Gurr, S. J. (2018). Worldwide
emergence of resistance to antifungal drugs challenges human health and food
security. Science 360, 739–742. doi: 10.1126/science.aap7999
Fisher, M. C., Henk, D. A., Briggs, C. J., Brownstein, J. S., Madoff, L. C., McCraw,
S. L., et al. (2012). Emerging fungal threats to animal, plant and ecosystem
health. Nature 484, 186–194. doi: 10.1038/nature10947
Gay, J. L. (1984). Plant, Disease: Infection Damage and Loss, Blackwell, eds R. Wood,
and G. J. Jellis. Oxford: Blackwell Scientific Publications.
Glazebrook, J. (2005). Contrasting mechanisms of defense against biotrophic and
necrotrophic pathogens. Annu. Rev. Phytopathol. 43, 205–227. doi: 10.1146/
annurev.phyto.43.040204.135923
Goffeau, A., Barrell, B. G., Bussey, H., Davis, R. W., Dujon, B., Feldmann, H., et al.
(1996). Life with 6000 genes. Science 274, 563–567.
Gurr, G. M., Zhu, Z.-R., and You, M. (2015). “The big picture: prospects for
ecological engineering to guide the delivery of ecosystem services in global
agriculture,” in Rice Planthoppers eds K. L. Heong, J. Cheng, and M. M. Escalada
(Dordrecht: Springer), 143–160.
Hahn, M., and Mendgen, K. (1997). Characterization of in planta-induced rust
genes isolated from a haustorium-specific cDNA library. Mol. Plant Microbe
Interact. 10, 427–437. doi: 10.1094/mpmi.1997.10.4.427
Hahn, M., and Mendgen, K. (2001). Signal and nutrient exchange at biotrophic
plant–fungus interfaces. Curr. Opin. Plant Biol. 4, 322–327. doi: 10.1073/pnas.
1308973110
Hammond-Kosack, K. E., and Parker, J. E. (2003). Deciphering plant–pathogen
communication: fresh perspectives for molecular resistance breeding. Curr.
Opin. Biotechnol. 14, 177–193. doi: 10.1016/s0958-1669(03)00035-1
Horbach, R., Navarro, A. R., Quesada Knogge, and Deising, H. B. (2011). When
and how to kill a plant cell: infection strategies of plant pathogenic fungi. J. Plant
Physiol. 168, 51–62. doi: 10.1016/j.jplph.2010.06.014
Klosterman, S. J., Subbarao, K. V., Kang, S., Veronese, P., Gold, S. E., Thomma,
B. P., et al. (2011). Comparative genomics yields insights into niche adaptation
of plant vascular wilt pathogens. PLoS Pathogens 7:e1002137. doi: 10.1371/
journal.ppat.1002137
Koeck, M., Hardham, A. R., and Dodds, P. N. (2011). The role of effectors of
biotrophic and hemibiotrophic fungi in infection. Cell. Microbiol. 13, 1849–
1857. doi: 10.1111/j.1462-5822.2011.01665.x
Kuo, H. C., Hui, S., Choi, J., Asiegbu, F. O., Valkonen, J. P., and Lee, Y. H. (2014).
Secret lifestyles of Neurospora crassa. Sci. Rep. 4:5135. doi: 10.1038/srep05135
Laluk, K., and Mengiste, T. (2010). Necrotroph attacks on plants: wanton
destruction or covert extortion? Arabidopsis Book 8:e0136. doi: 10.1199/tab.
0136
Lewis, D. (1973). Concepts in fungal nutrition and the origin of biotrophy. Biol.
Rev. 48, 261–277. doi: 10.1111/j.1469-185x.1973.tb00982.x
Lombard, V., Golaconda Ramulu, H., Drula, E., Coutinho, P. M., and Henrissat,
B. (2014). The carbohydrate-active enzymes database (CAZy) in 2013. Nucleic
Acids Res. 42, D490–D495. doi: 10.1093/nar/gkt1178
Lucas, J. A. (1998). Plant Pathology and Plant Pathogens. Oxford: Blackwell.
Mendgen, K., Struck, C., Voegele, R. T., and Hahn, M. (2000). Biotrophy and rust
haustoria. Physiol. Mol. Plant Pathol. 56, 141–145. doi: 10.1006/pmpp.2000.
0264

Frontiers in Microbiology | www.frontiersin.org

Oliver, R. (2009). Plant breeding for disease resistance in the age of effectors.
Phytoparasitica 37, 1–5. doi: 10.1007/s12600-008-0013-4
Oliver, R. P., and Ip-Cho, S. V. (2004). Arabidopsis pathology breathes
new life into the necrotrophs−vs.−biotrophs classification of fungal
pathogens. Mol. Plant Pathol. 5, 347–352. doi: 10.1111/j.1364-3703.2004.00
228.x
Parbery, D. G. (1996). Trophism and the ecology of fungi associated
with plants. Biol. Rev. 71, 473–527. doi: 10.1111/j.1469-185x.1996.tb01
282.x
Pedregosa, F., Varoquaux, G., Gramfort, A., Michel, V., Thirion, B., Grisel, O.,
et al. (2011). Scikit-learn: machine learning in python. J. Mach. Learn. Res. 12,
2825–2830.
Pedro, H., Maheswari, U., Urban, M., Irvine, A. G., Cuzick, A., McDowall, M. D.,
et al. (2016). PhytoPath: an integrative resource for plant pathogen genomics.
Nucleic Acids Res. 44, D688–D693. doi: 10.1093/nar/gkv1052
Perfect, S. E., Hughes, H. B., O’Connell, R. J., and Green, J. R. (1999).
Colletotrichum: a model genus for studies on pathology and fungal–
plant interactions. Fungal Genet. Biol. 27, 186–198. doi: 10.1006/fgbi.1999.
1143
Poland, J. A., Balint-Kurti, P. J., Wisser, R. J., Pratt, R. C., and Nelson, R. J. (2009).
Shades of gray: the world of quantitative disease resistance. Trends Plant Sci. 14,
21–29. doi: 10.1016/j.tplants.2008.10.006
Richards, T. A., and Talbot, N. J. (2013). Horizontal gene transfer in osmotrophs:
playing with public goods. Nat. Rev. Microbiol. 11, 720–727. doi: 10.1038/
nrmicro3108
Rodrigues, F., Ludovico, P., and Leão, C. (2006). Sugar Metabolism in Yeasts:
An Overview of Aerobic and Anaerobic Glucose Catabolism, Biodiversity and
Ecophysiology of Yeasts. Berlin: Springer, 101–121.
Sánchez-Vallet, A., McDonald, M. C., Solomon, P. S., and McDonald, B. A. (2015).
Is Zymoseptoria tritici a hemibiotroph? Fungal Genet. Biol. 79, 29–32. doi:
10.1016/j.fgb.2015.04.001
Saunders, D., Yoshida, K., Sambles, C., Glover, R., Clavijo, B., Corpas, M.,
et al. (2014). Crowdsourced analysis of ash and ash dieback through
the open ash dieback project: a year 1 report on datasets and analyses
contributed by a self-organising community. bioRxiv [Preprint]. doi: 10.1101/00
4564
Savary, S., Willocquet, L., Pethybridge, S. J., Esker, P., McRoberts, N., and Nelson,
A. (2019). The global burden of pathogens and pests on major food crops. Nat.
Ecol. Evol. 1, 430–439. doi: 10.1038/s41559-018-0793-y
Scott, K. J. (1972). Obligate parasitism by phytopathogenic fungi. Biol. Rev. 47,
537–572. doi: 10.1111/j.1469-185x.1972.tb01081.x
Soanes, D. M., Alam, I., Cornell, M., Wong, H. M., Hedeler, C., Paton, N. W.,
et al. (2008). Comparative genome analysis of filamentous fungi reveals gene
family expansions associated with fungal pathogenesis. PLoS One 3:e2300. doi:
10.1371/journal.pone.0002300
Solomon, P. S., Wilson, T. J. G., Rybak, K., Parker, K., Lowe, R. G. T.,
and Oliver, R. P. (2006). Structural characterisation of the interaction
between Triticum aestivum and the dothideomycete pathogen Stagonospora
nodorum. Eur. J. Plant Pathol. 114, 275–282. doi: 10.1007/s10658-0055768-6
Stam, R., Munsterkotter, M., Pophaly, S. D., Fokkens, L., Sghyer, H., Guldener, U.,
et al. (2018). A new reference genome shows the one-speed genome structure of
the barley pathogen Ramularia collo-cygni. Genome Biol. Evol. 10, 3243–3249.
doi: 10.1093/gbe/evy240
Staples, R. C. (2001). Nutrients for a rust fungus: the role of haustoria. Trends Plant
Sci. 6, 496–498. doi: 10.1016/s1360-1385(01)02126-4
Stergiopoulos, I., and de Wit, P. J. (2009). Fungal effector proteins. Annu.
Rev. Phytopathol. 47, 233–263. doi: 10.1146/annurev.phyto.112408.13
2637
Stotz, H. U., Mitrousia, G. K. P. J., de, G. M., Wit, and Fitt, B. D. (2014). Effectortriggered defence against apoplastic fungal pathogens. Trends Plant Sci. 19,
491–500. doi: 10.1016/j.tplants.2014.04.009
Tan, K. C., Oliver, R. P., Solomon, P. S., and Moffat, C. S. (2010).
Proteinaceous necrotrophic effectors in fungal virulence. Funct. Plant Biol. 37,
907–912.
Tanaka, S., Han, X., and Kahmann, R. (2015). Microbial effectors target multiple
steps in the salicylic acid production and signaling pathway. Front. Plant Sci.
6:349. doi: 10.3389/fpls.2015.00349

11

January 2020 | Volume 10 | Article 3088

Hane et al.

“CATAStrophy” for Classification of Phytopathogens

Thrower, L. B. (1966). Terminology for plant parasites. J. Phytopathol. 56, 258–259.
doi: 10.1111/j.1439-0434.1966.tb02261.x
Videira, S., Groenewald, J., Nakashima, C., Braun, U., Barreto, R. W., de Wit, P. J.,
et al. (2017). Mycosphaerellaceae–chaos or clarity? Stud. Mycol. 87, 257–421.
doi: 10.1016/j.simyco.2017.09.003
Voegele, R. T., Struck, C., Hahn, M., and Mendgen, K. (2001). The role of haustoria
in sugar supply during infection of broad bean by the rust fungus Uromyces
fabae. Proc. Natl. Acad. Sci. U.S.A. 98, 8133–8138. doi: 10.1073/pnas.131186798
Wang, X., Jiang, N., Liu, J., Liu, W., and Wang, G.-L. (2014). The role of effectors
and host immunity in plant–necrotrophic fungal interactions. Virulence 5,
722–732. doi: 10.4161/viru.29798
Yin, Y., Mao, X., Yang, J., Chen, X., Mao, F., and Xu, Y. (2012). dbCAN: a web
resource for automated carbohydrate-active enzyme annotation. Nucleic Acids
Res. 40, W445–W451. doi: 10.1093/nar/gks479

Frontiers in Microbiology | www.frontiersin.org

Zeilinger, S., Gupta, V. K., Dahms, T. E., Silva, R. N., Singh, H. B., Upadhyay,
R. S., et al. (2016). Friends or foes? FEMS Microbiol. Rev. 40, 182–207. doi:
10.1093/femsre/fuv045
Conflict of Interest: The authors declare that the research was conducted in the
absence of any commercial or financial relationships that could be construed as a
potential conflict of interest.
Copyright © 2020 Hane, Paxman, Jones, Oliver and de Wit. This is an open-access
article distributed under the terms of the Creative Commons Attribution License
(CC BY). The use, distribution or reproduction in other forums is permitted, provided
the original author(s) and the copyright owner(s) are credited and that the original
publication in this journal is cited, in accordance with accepted academic practice. No
use, distribution or reproduction is permitted which does not comply with these terms.

12

January 2020 | Volume 10 | Article 3088

